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PREFACE 

THIS book owes its origin to a series of eight lectures delivered 
upon the invitation of Professor E. B. Wilson and Professor H. F. 
Osborn at Columbia University in the spring of 1902. The aim of 
the lectures was to give a presentation of my researches on the 
dynamics of living matter and the views to which they had led me. 
In preparing the book I have tried to give a somewhat more com­
plete survey of the field of experimental biology than was possible 
in the lectures, without, however, trying to alter their character. In 
the introductory lecture use was made of my address at the Inter­
national Congress at St. Louis. 

To Dr. S. S. Maxwell, who has undertaken the main burden of 
reading tbe proof and preparing the index, and to Professor J. B. 
MacCallum, who also assisted me in the reading of the proof, my 
sincere thanks are due. 

BERKELEY. CALIFORNIA, 

January I, 1906. 
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LECTURE I 

INTRODUCTORY REMARKS 

IN these lectures we shall consider living organisms as chemical 
machines, consisting essentially of colloidal material, which possess the 
peculiarities of automatically developing, preserving, and reproducing 
themselves. The fact that the machines which can be created by man 
do not possess the power of automatic development, self-preservation, 
and reproduction constitutes for the present a fundamental difference 
between living machines and artificial machines. We must, however, 
admit that nothing contradicts the possibility that the artificial produc­
tion of living matter may one day be accomplished. It is the purpose 
of these lectures to state to what extent we are able to control the phe­
nomena of development, self-preservation, and reproduction. 

Living organisms may be called chemical machines, inasmuch as 
the energy for their work and functions is derived from chemical pro­
cesses, and inasmuch as the material from which the living machines 
are built must be formed through chemical processes. It is therefore 
only natural that the dynamics of living matter should begin with an 
analysis of the specific character of the chemical processes in organisms. 
It is neither our intention nor is it possible for us to give an exhaustive 
analysis, and we shall only go far enough to satisfy ourselves that no 
variables are found in the chemical dynamics of living malter which 
cannot be found also in the chemistry of inanimate nature. 

The material of which living organisms consist is essentially col­
loidal in its character. Graham introduced the discrimination between 
colloidal and crystalloidal substances: the latter diffuse easily, the former 
only wtth difficulty, or not at all, through animal membranes. The 
colloidal substances may be in solution or fine suspension, or they may 
appear in a jellylike or coagulated or precipitated form. In the former 
case where they are liquid we speak of sols, in the latter of gels. The 
structures which we find in living matter originate mostly through a 
gelation or coagulation of liquid colloids. We shall see in these lectures 
that liquefactions and gelations or coagulations may possibly play a 
great TIlle in various physical manifestations of life; but as the physics 
of colloids.is still in its beginning, we must not be surprised that it is as 
yet impossible to carry its application to life phenomena very far. 
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As the chemical character of life phenomena and the physical struc­
ture of living matter form the basis for the understanding of the dynamics 
of living matter, it is natural that they should be the starting-point in 
our lectures. 

As far as the specifically biological phenomena are concerned, 
namely, the phenomena of development, self-preservation, and repro­
duction, it will be our aim to analyze them as much as at present pos­
sible from a physicochemical IWint of view. It may perhaps be 
desirable before undertaking this task for us to state, as simply as 
possible, some of the individual problems that will present th<;mselves 
for discussion, and the general method of their solution. 

We know that the eggs of the majority of animals cannot develop 
unless they are fertilized, i.e. unless they are entered by a spermato­
zoon. We do not know how the spermatozoon causes the egg to 
develop, but it is not to be expected that we shall gain an insight into 
these causes except by trying to imitate by purely chemical and physical 
means the effects which a spermatozoon has upon the egg. We shall sec 
that this has been accomplished in some forms. Under ordinary condi­
tions, the egg of Strongylocentrotus purpuratus, a sea urchin of the Pacific 
coast, does not develop unless a spermatozoon enters it; but the fer­
tilizing effect of a spermatozoon can be imitated in all essential details 
by putting the egg for a minute into sea water to which a certain amount 
of a fatty acid has been added and by subsequent exposure of the egg for 
about half an hour to sea water whose concentration has been raised 
by a certain amount. Similar results can be obtained in other forms. 

From a given egg can arise a specific organism only, the morpho­
logical and physiological qualities of which can be predicted with cer­
tainty, if we know the organism from which the egg is derived. We 
call this fact heredity. Modern embryology has shown that the com­
plicated adult forms develop gradually from simpler forms, and by 
following the development from the egg we readily understand how it 
happens that the adult form is so much more complicated than the egg 
from which it arises. The question which has recently puzzled biolo­
gists is whether the egg has any structure which can be related to the 
adult form. This seems to be true in the eggs of some forms, to the 
extent at least that from the various regions of the egg somewhat differ­
ent parts of the embryo arise. We do pot know the causes which deter­
mine this relatively slight differentiation inside of the egg, but we shall 
see that everythil,ljl indicates that these causes may be of a simple 
physicoch~ order. In studying the mechanis]Il of heredity, it is 
perhaps of importance to realize that as far as the heredity of the earliest 
embryonic st.._is concerned, it is almost, or exclusively, determined 
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by the egg. This is beautifully illustrated in the case of the hybridiza­
tion of the egg of the sea urchin with the sperm of the starfish. The 
development of the pure breed of the sea urchin is after a certain stage 
(the gastrula stage) typically different from the development of the star­
fish, inasmuch as the sea urchin's egg forms at that point a skeleton and 
goes into the characteristic plutous form, while the starfish egg forms 
no skeleton, but undergoes a different development. When the sea 
urchin's egg is fertili7.ed with starfish sperm, the egg always develops 
into a pluteus, never into the corresponding starfish form. If we exam­
ine the adult forms of hybrids, however, we find that it makes no differ­
ence which of the two forms furnishes the spermatozoon or tbe egg. 
This difference in the influence of the spermatozoon and egg upon the 
early embryonic and the adult form of the offspring is possibly due to 
a difference in the mass of the egg and the spermatozoon, the latter being 
as a rule much smaller than the former. As soon, however, as the 
embryo grows and its mass becomes large in comparison with that of 
the egg, the original difference in the bereditary effects of the two sex 
cells must diminish or disappear. 

The foundations of a theory of heredity in the adult were laid by 
Gregor Mendel in his treatise on the hybrids of plants, and this theory 
is atomistic in its character. He showed that certain simple character­
istics of plants, e.g. the round or angular form of the sLeds of peas, or 
the color of their endosperm, must already be represented in the germ 
by definite determinants. His experiments on the hybridization of 
various forms of peas indicate that each hybrid contains two kinds of 
sexual cells, one possessing the determinants for the discriminating 
fatberly characteristic only, tbe other for the discriminating motberly 
characteristic. Both kinds of sexual cells seem to exist in equal numbers 
in such a hybrid. A similar fact has been discovered in other cases 
of hybridization, although it does not hold good for all cases. Hugo 
de Vries and others have begun to build up the physiology of heredity 
on the basis of Mendel's discovery. 

It is obvious that no theory of evolution can be true which disagrees 
with the fundamental facts of heredity. It is the merit of De Vries to 
have shown that a mutation of species can be directly observed in cer­
tain groups of plants, and he has further shown that the changes occur 
by jumps, not gradually. This fact harmonizes with the consequence 
to be drawn from Mendel's experiments that each individual char­
acteristic of a species is represented by an individual determinant in 
the germ. This determinant may be a definite chemical compound. 
The transition or mutation from one form into another is therefore 
only possible through the addition or disappearance of one or more 
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of the characteristics or determinants. If this view can he applied 
generally, it is just as inconceivable that there should be gradual varia­
tions of an individual characteristic and intermediary stages between 
two elementary mutations, as that there should be gradual transitions 
between one alcohol and its next neighbor in a chemical series. 

The fact that, as a rule, at a definite stage of development, larger 
masses of sexual cells are formed, is one of the automatic phenomena 
of development. The mechanism of this formation is unknown. 
Miescher tried to solve this problem in the salmon. In this animal 
the sexual cells seem to be formed at the expense of the substances 
of tbe muscles, and it was the disappearance of the muscles at tbe time 
the sexual organs began to grow which aroused Miescher's interest. 
But this seems to be after all of only secondary importance, inasmuch 
as with our present knowledge of the chemistry of living organisms 
it is immaterial whether the animal's own muscles furnish the material 
for the sexual cells or the muscles of the animal it devours. The real 
problem is, how it happens that at a certain stage in the development 
of tbe animal the sexual glands take away 50 much material from the 
blood. From our present knowledge we must suspect that the mechan­
ism of such a process is a transformation of liquid constituents of the 
blood into solid constituents inside of those cells which show a rapid 
growth or a transformation into different compounds. 

We possess a little more knowledge concerning sexual dimorphism. 
It has been known for a long time that it is possible to produce in plant 
lice (Aphis) eitber females exclusively, or both sexes, at desire. In 
bees and related forms, as a rule, only males originate from unfertil­
ized eggs, and females only from fertilized eggs. It is known, more­
over, that in higher vertebrates such twins as originate from the same 
eggs are also uniform in sex, while twins originating from different eggs 
may be different in sex. All that we know thus far concerning the 
origin of sex seems to indicate that the sex of the embryo is already 
determined in the unfertilized egg, or is determined very soon after the 
"impregnation of the egg. 

Sexual maturity is sooner or later followed by death. Is death 
determined just as automatically by the processes of development pre­
ceding it, e.g. the maturation of the sexual products, as are these pro­
cesses by the previous processes of development, or as is the develop­
ment of the egg by the entrance of a spermatozoon? The fact that 
most higher animals, at least, die by bacterial infection, and that cer­
tain plants, e.g. the Sequoia, which are morc free from bacteria, can 
RIldl an almost fabulous age, renders the answer to this question some­
what uncertain or prevents the generalization of an answer. It is not , ... 
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impossible that further experiments on the egg may aid us in solving 
this problem. In certain forms, e.g. the starfish, the mature egg, if 
not fertilized, dies rapidly, while the fertilized egg continues to live. 
For this egg the act of impregnation is a life-saving act. 

We shall now attempt to give a short sketch of the phenomena and 
problems of self-preservation similar to that just given of the phe­
nomena of development. Among the phenomena of self-preservation 
are such facts as the existence of automatic mechanisms for the union 
of the sexual cells wherever there exist separate sexes, or the existence 
of automatic mechanisms for the deposition of eggs in places which 
furnish food for the young larvre, and 50 on. What do we know con­
cerning the nature of these automatic mechanisms? Metaphysics 
has supplied us in these cases with the terms "instinct" and "will." We 
speak of instinct when an animal, apparently unconsciously, executes 
motions or actions which are necessary for the preservation of the in­
dividual or the species; while we speak of will when motions are exe~ 
cuted consciously. We call it instinct when the female fly deposits 
her eggs on meat on which the young larvre can feed. An analysis of 
the instinctive actions has yielded the result that the purposeful motions 
of animals frequently depend upon mechanisms which are a function 
of the symmetrical structure and the symmetrical distribution of irrita~ 
bility on the surface of the body of the organisms. Symmetrical points 
on the surface of an animal have usually an equal irritability, i.e. if 
such spots are stimulated equally the same amount of motion, but in 
opposite directions, is produced. Points on the surface which are 
nearer the oral pole of the animal usually have a higher irritability 
than, or a different irritability from, points which are nearer the aboral 
pole. If lines of force, e.g. rays of Jight, current curves, Jines of gravi­
tation, lines of diffusion, strike one side of an animal in greater density 
than the other side, the tension of the muscles, or contractile elements, on 
both sides of the organism does not remain the same, and if the animal 
moves, a tendency to tum to one side must result. This will continue 
until symmetrical points on both sides of the animal are again struck 
at the same angle by the lines of force. As soon as this occurs the ten­
sion of the muscles, or contractile elements, on both sides of the animal 
becomes equal, and there is no more reason why the animal should 
deviate toward the right or the left; it will therefore continue to move 
in the original direction. This automatic orientation in a field of force 
toward or away from the center of force is called a tropism. It has 
been possible to dissolve a number of animal instincts into tropisms. 
The analysis of various tropisms has shown that there exists a great 
variety, and often a great complexity due to the combination of several 
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forms of tropisms in the same individual, and to the changes of these 
tropisms under the influence of internal and external factors. In 
these lectures we shall discuss some of the elementary tropisms and 
their role in the animal instincts and in the preservation of the indi­
vidual and the species. 

The will actions of animals, i.e. those motions which are executed 
consciously, will not he discussed here as I have already analyzed them 
in another book. * I will simply state here that I consider conscious­
ness the function of a definite machine or mechanism, which we may 
call the mechanism of associative memory. Whatever the nature of 
this machine may be it has one essential feature in common with the 
phonograph, namely, that it reproduces impressions in the same chrono­
logical order as that in which they were received. The mechanism of 
associative memory seems to be located ~ in vertebrates ~ in the cere­
bral hemispheres. It follows from the experiments of Goltz that one of 
the two hcmjsphcTcS is suffident for'all the phenomena of memory and 
consciousness. As far as the chemical or physical mechanism of memory 
is concerned, we have at present only a fe\v vague data. H. Meyer 
and Overton have pointed out that substances which are e~sily soluhle 
in fat are also, for the most part, strong amesthetics, e.g. ether, chloro­
form, etc., and that the ganglionic cells are especially rich in lipoids. 
It is possible that the mechanism of associative memory depends in 
pan upon the propenies and activities of the fatty constituents of the 
cerebra! hemispheres. Another fact which may be of importance is 
the observation of Speck that if the pania! pressure of oxygen in the 
air is lowered to below one third of its normal value, the fundament 
of mental activity, namely, memory, is almost instantly interfered with, 
and total loss of consciousness rapidly follows. 

In those animals which possess the mechanism of associative memory, 
a number of the automatically regulated processes may become con­
scious. Respiration is purely an automatic process, yet we may at any 
time become conscious of it. This has misled a number of authors 
to believe that such automatic processes as in ourselves may become 
conscious must be accompanied by consciousness in any animal in which 
they occur. These authors overlook the fact that the automatic mech­
anisms of self-preservation must occur in every organism, while an 
apparatus for associative memory may be found only in a limited num­
ber of organisms. Without such an apparatus, consciousness is impos­
sible. The fad that a physiological process may become conscious 
in ourselves does not therefore prove that it is accompanied by conscious­
ness in every,,~anism . 

• Loeb, Co"'jJarati'lHt P;"ysUJ/Qgy oft!t brai" and Cumpa,.auw Psycll.o/tlgy. G. P. Put· 
'Dam's Sons, New York. 



LECTURE II 

CONCERNING THE GENERAL CHEMISTRY OF LIFE PHENOMENA 

I. HISTORICAL REMARKS 

TO·DAY every one who is familiar with the field of chemical biology 
acknowledges the fact that the chemistry of living matter is not spe· 
cifically different from the chemistry of the laboratory. We owe the 
certainty of this fact essentially to three puhlications, which may be 
mentioned brietly. The first contained the proof furnished by Lavoi· 
sier and La Place in 178o, that animal heat is produced by a process 
of slow combustion, and that for a certain amount of heat produced 
a certaio amount of oxygen is consumed in the production of C02. 
A measurement of the quantity of CO, formed and the amount of heat 
produced gave approximately identical results in the case of a burning 
candle and a living guinea pig. * 

A second step in this direction was taken when Woehler showed 
that an organic substance like urea, which is a product of metabolism, 
can be made artificially in the laboratory.t To·day so many of the 
compounds produced in the living body can be produced artificially 
that we can hardly understand that in 1828 Woehler's discovery was 
considered sensational. 

The discovery of Lavoisier and La Place left a doubt in the minds 
of scientists as to whether after all the dynamics of oxidations and of 
chemical reactions in general is the same in living matter and in inani­
mate matter. The oxidation of food stuffs could indeed be imitated 
outside the body, but only at such temperatures as were incompatible 
with life; phenomena of digestion could be imitated, but only with 
the aid of acids too strong for life to continue. The way out of the 
difficulty was shown in a remarkable article by Berzelius.:j: He pointed 
out that in addition to the forces of affinity, another force is active in 

.. Lavoisier et De la Place, Memoit'e sur la Chain",., 1780. (Euvrn de LavtJisiet'. Vol. 2. 
(Also in Ostwald's Klassilur del' Naturwisunsdtafltn, Nr. 40.) 

t Woehler, Ueber kunstlicM Bildung des Harmtgjfs. Poggendorf's Annalen, Vol. 12, 
P.25J. 1828. 

le"~J:,,e~~~ ;;;t~:':e~~:o;;;;,,":u~ f:ne~;':7,.aft~a~~~i:::,bfN::hfe~~ J:,,::; 
kri<1rI, 1836. 
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chemical reactions: this he called catalytic force. As an example 
he used Kirchhoff's discovery of the action of dilute acids in the hy­
drolysis of starch to dextrbse. In this process the acid is not consumed, 
hence Berzelius concluded that it did not act through its affinity, but 
merely by its presence or its contact. Another instance quoted by 
Berzelius was the decomposition of H202 which had been investigated 
by Thenard. In add solution this body is stable; in alkaline solution, 
or in the presence of platinum, sih:er, or gold, or in the presence of 
fibrin of the blood, it is rapidly decomposed. In this decomposition 
apparently neither the fibrin, the gold, nor the platinum acted through 
the force of affinity, but catalytically. He then suggests that the spe­
cific and somewhat mysterious reactions in living organisms might be 
due to such catalytic bodies as act only by their presence, without being 
consumed in the process. He quotes as an example the action of 
diastase in the potato. "In animals and plants there occur thousands 
of catalytic processes between the tissues and the liquids." The idea 
of Berzelius has proved fruitful, and the catalytic agencies which in 
his opinion are responsible for the characteristic reactions in living 
matter are the enzymes of modern biological chemistry. In.some details, 
however, BerzeJius's idea was erroneous. We now know that we have 
no right to assume that the catalytic bodies do not participate in the 
chemical reaction because their quantity is found unaltered at the end of 
the reaction. On the contrary, we shall see that it is probable that they 
can exercise their influence only by participating in the reaction, and by 
forming intermediary compounds, which arc not stable. The catalyzers 
may be unaltered at the end of the reaction, and yet participate in it. 

In addition we owe to Wilhelm Ostwald * the conception that the 
catalyzer does not as a rule initiate a reaction which otherwise would 
not occur, but only accelerates a reaction which otherwise would indeed 
occur, hut too slowly to give noticeable results in a short time. 

Thus {he existence of catalytic agencies, the so-called enzymes in 
living matter, explains the fact that chemical changes may occur very 
rapidly in the body at a comparatively low temperature and at a prac­
tically neutral reaction. Catalyzers are used extensively in chemical 
factories, e.g. in the manufacture of sulphuric acid, so that it is impos­
sible to see in their presence in living matter a specific difference between 
the chemistry of living and inanimate nature. The only difference 
is, perhaps, that living matter manufactures its own catalyzers. This, 
however, is part of that peculiarity mentioned in the introductory lec­
ture, that living machines possess the peCUliarity of automatically pre­
serving t~~es . 

• W. Ostwald., l.drl!uclt der allg~eintH elumie, Vol. II. 2d part, p. 248. 1902. 
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2. REVERSIBLE ENZYME ACTIONS 

Reversible chemical processes are characterized by the fact that 
the reaction comes to a standstill before all the substances on one side 
of the equation are transformed into those on the other side. The 
reason is, that a point is reached when, in the unit of time, the change 
in one direction is just as great as the change in the opposite direction. 
When this occurs we say that chemical equilibrium has been established. 
Inasmuch as, according to Ostwald, enzymes do not inaugurate chem­
ical reactions, but only accelerate them, it follows that the action of 
enzymes must also be reversible, if the process itself is reversible. It 
is the merit of Arthur Croft Hill to have first shown a few years ago 
that an enzyme, maltase, which accelerates the hydrolysis of maltose 
into dextrose, also accelerates the synthesis of dextrose into maltose 
when added to pure dextrose. It is no exaggeration to say that Hill's 
paper entirely changed the conceptions of the physiology of metabolism. 
We shall return to Hill's experiments later, and first discuss the revers­
ible action of a fat-splitting enzyme, lipase. 

It had been known for some time that the pancreas secretes an 
enzyme which digests fat in the intestinal canal. Kastle and Loeven­
hart* showed that in all tissues and liquids of the body which contain 
fat, lipase can be found. A watery extract of paI1£reas contains a sub­
stance in solution which is capable of hydrolizing fats, i.e. of splitting 
fats into fatty acid and alcohol. Kastle and Loevenhart showed, more­
over, that the watery extract of any tissue which contains fat acts in a 
similar way. The chemical character of this catalytic substance is 
unknown, except that its efficiency is rapidly destroyed if it is healed 
in water. According to Taylor,t it does itself, at a high temperature, 
undergo a hydrolytic cleavage. 

Kastle and Loevenhart showed that lipase not only accelerates the 
hydrolysis of fat, but also the synthesis of fat, when added to a mixture 
of fatty acid and alcohol. Their experiments were made on ethylbuty· 
rate. If an extract from the pancreas or liver was added to a mixture 
of ethylalcohol and butyric acid, ethylbutyrate was formed. This 
reversible action of lipase has the effect that. the process of digestion of 
fat can only be completed if the products of digestion are removed. 
In the intestine this occurs through absorption. 

The velocity of the hydrolysis of ethylbutyrate was found to be in 
proportion to the concentration of the lipase. This explains the fact 

., Kastle and Loevenbart, Am. CAtm.Journal. Vol. 24J p. 491, 1900-
t A. E. Taylor, University of California Publications, Patk%gy. Vol. I. p. 330 19040 
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that those tissues which possess most fat, as a rule, also possess most 
lipase. * The inore lipase a cell possesses the quicker it will be able 
to convert the fatty acid and alcohol, which diffuse or are absorbed 
into it from the blood, into fat; and hence more fatty acid and alcohol 
must diffuse into such a cell in the same length of time from the blood 
than into a cell with less lipase. 

We understand how it happens that in times of abundant fat supply 
our tissues arc able to store up fat, while in times of want fat disappears 
from them. If the blood receives no fat from the intestine, and if the 
other sources of fat formation, which we shall mention later, cease, 
the digestive effect of the lipase in the cells must outweigh its syntbet· 
ical action. 

The experiments of Kastle and Loevenhart were not tried with the 
fats occurring in the body. A. E. Taylort has filled this gap by showing 
that the lipase extracted from the castor bean, which digests fats, is 
able to produce synthetically the triglyceride of oleic acid. The pro· 
cess is a very slow onc, inasmuch as in six ~onths only 3.5 g. of the 
fat were formed. Taylor condudes that in the body other agencies 
than mere enzymes must contribute toward the accele1'ation of the 
hydrolytic, as well as the synthetical processes. These conditions 
arc, however, not of a vitalistic character, but may be due to the pres­
ence of certain other substances. Thus Hewlett has recently found in 
Taylor'S laboratory that the addition of lecithin to lipase accelerates 
the hydrolysis of fat considerably. Taylor found also that the lipase 
from the castor bean cannot synthetlze every fat, but only the- triglycer. 
ide of oleic acid. Experiments with palmitic and stearic acid and 
glycerine as an alcohol gave negative results, as gave also experiments 
with oleic acid and mannit or dulcit as alcohol. This is in harmony 
with the theory of intermediary reactions, which will be discussed 
later. 

It is, however, worth mentioning that fat may be produced in the 
body frotn carbohydrates, and that lipase has, as far as we can teil, 
nothing to do with this mode of fat formation. Tbe most striking case 
of such an origin of fat is found in the leaves of the olive tree, which 
synthetize it from the carbohydrates formed from the CO, of the air. 
The fact that a reduction must fOfI\l part of the process of the forma· 
tion of fat from carbohydrates may explain why so often a hypertrophic 
heart has a tendency to fatly degeneration, inasmuch as the hyper· 
trophic ~ ·is as a rule an overworking heart, and is thus liable to 
suffer from lack of oxygen . 

• Loeve~ A •• Jour. Plsyswlogy, Vol. 6, p. 331, 1902. 
t A. E. Taylor, UniVersity of California. Publica.UODS, Pathology, Vol. 1, p. 33t 190+ 
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Neilson * has shown that the catalytic action of lipase on ethylbuty­
rate can be imitated by platinum-black. The latter not only acceler­
ates the hydrolysis, but also the synthesis of ethylbutyrate. Kastle 
and Loevenhart found that certain poisons like hydrocyanic or sali­
cylic acid weaken the action of lipase. Neilson found that these poisons 
act similarly on the digestion of ethylbutyrate by platinum-black. 

The study of the reversible action of enzymes in the carbohydrate 
group is complicated by the fact that' the digestion of starch to sugar 
occurs in a series of successive stages1 and that apparently each stage 
requires a different catalyzer. According to Duclaux,t we possess 
specific enzymes for the transformation of solid into liquid starch; the 
liquid starch is then split by amylase or diastase into a disaccharide, 
i.e. maltose. Maltose is split by the enzyme maltase into d-glucose. 
In case another disaccharide is formed in the place of maltose, other 
enzymes are required, e.g. in the case of cane sugar, invertase, whereby 
dextrose and hevulose are formed. In the animal body, glycogen is 
formed in the place of starch. It is obvious that the synthesis of dex­
trose into glycogen or starch requires the presence of several catalyzers. 
The action of these catalyzers must be studied individually. 

Hill:j: found that the hydrolysis of maltose in the presence of the 
enzyme maltase is retarded if dextrose is added to the maltose; that, 
moreover, the hydrolysis of maltose under the influence of maltase is 
complete only in very dilute solutions, while the reaction otherwise 
comes to a standstill before all the maltose is transformed into glucose. 
The following table shows the point at which the hydrolysis comes to 
a standstill at various concentrations:-

CoNCENTRATION OF MALTOSE PxRC£NTA.GB OF M,UTOS£ WllleH 
lS SPWT INTO GLVCOSB 

Hill convinced himself that if the enzyme maltase is added to a soln­
tion of glucose, maltose is formed, and that, moreover, equilibrium 
is reached at the same point as in the case of hydrolysis. When he 
added fresh maltase to a 40 per cent solution of dextrose in one 
experiment, 14.5 per cent, and in another '5.5 per cent, maltose 
was formed. It has since heen shown that the synthetical product 
formed in this case was isomaltose instead of maltose, but this slight 
deviation does not alter the principal result. 

* Neilson, Am.Jour. Pltyrr:9Iogy. Vol. 10, p. 191, 1903. 
t Duclaux, Trait; de microMoiogie, Vol. 2, Paris, 18gg. 
t A. C. Hill.]our. Clm". Soci~ty. Vol. 73. p. 6340 1898. 
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Hill raises the question, as to whether or not a synthetical forma­
tion of maltose under the influence of maltase may occur in the living 
cell. He points out that for such a result a high concentration of 
dextrose in the blood is by no means necessary; that it is suffident 
if the product of the synthesis is removed immediately, possibly 
through a further synthesis into a higher carbohydrate by another 
enzyme in the cell. In this way the concentration of the maltose is 
kept at zero, and tbe tendency toward the establishment of the cbemical 
equilibrium must favor the further synthesis. 

The synthesis of sugar into glycogen is of general importance, inas­
much as glycogen is the form in which the carbohydrates are stored 
in our liver and muscles. Max Crcmer* immediately after the appear­
ance of Hill's paper published the important observation, that the juice 
pressed out from yeast, which had previously been rendered free from 
glycogen, is capable of forming glycogen from sugar. When 10 per 
cent of a fermentable sugar was added to the juice, the latter gave the 
glycogen reaction after from twelve to twenty·four hours, but this 
result was not obtained in all cases. 

It may perhaps not be unnecessary to call attention to ,the fact that 
in all the cases we have discussed the enzymes are soluble substances, 
which can be extracted from the cells, and therefore can exist inde­
pendently of the life or structure of the cell from which they are 
obtained. 

In the group of proteins we not only meet with the same difficulties 
which are found in the group of carbohydrates, but also with the addi­
tional difficulty, that we know considerably less about the constitution 
and configuration of the various protein molecules than of the carbo­
hydrates. These two conditions probably account for the fact that 
a direct reversion of the action of a hydrolytic enzyme has not yet been 
satisfactorily proven for proteins. 

It is hardly necessary to mention especially the fact that hydro­
lytic enzymes, e.g. of the type of trypsin, acting on proteins, are found 
not only in the intestine, but also in tissues, probably generally. Thus 
Salkowski has shown that if yeast cells or muscles are kept aseptically 
in an incubator, an autodigestion occurs in which leucin and tyrosin, 
i.e. typical end products of proteolysis, are formed. 

Kutscher t has completed the proof by showing that, in addition 
to the acids, the other end products of proteolysis are formed in the 
autodigestkm at yeast; namely, the hexonbases, e.g. arginin and lysin. 
fIe found, moreover, that in starving yeast the above·mentioned end 

• Cremet'¥"'. aet' deut. dum. Gesdl., Vo!. 32, p. 2062, 1899. 
t Katscher,.HoHt'-Siykr'J" Zd/.fcn . ./Ur pkpi,,'og. CMmi~, Vol. 32, p. 59, lI)CJI. 
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products of tryptic hydrolysis are found in considerable quantities, 
while these products could be obtained in fresh and well-nourished 
yeast only in minimal quantities. In this he sees, and probably cor­
rectly, an indication of the reversible action of the proteolytic enzymes. 
There is, however, one essential link missing, i.e. the proof that the 
hydrolytic action of the proteolytic enzymes is retarded, and finally 
inhibited, when the products of digestion are not removed. 

R. O. Herzog has recently made an attempt to prove the reversible 
action of enzymes in a very interesting way upon the discussion of 
which, however, we cannot entcr here. 

3. RESPIR.ATION AS A CATALYTIC PROCESS. OXIDATION AND OXIDASES 

By respiration we mean the taking up of oxygen and the giving off 
of CO,. We shall see later that the latter process can exist indepen­
dently of the taking up of oxygen. 

Since the days of Lavoisier and La Place the real problem of oxida­
tion has consisted in the explanation of the fact that at the body tem­
perature our food stuffs are not oxidized at all, or only infinitely slowly, 
outside the body, while in the body they are oxidized rapidly. The 
solution of the problem was found in the discovery of "oxidizing fer­
ments" in living organisms. This conception is chiefly due to Moritz 
Traube,* who was also the first to recognize that the oxidations occur 
in the celis, and not, as had been assumed before, in the lungs or the 
blood. 

Traube's idea was that there exist in the cells autoxidi~able sub­
stances, i.e. substances which bind loosely the free oxygen at a ccm­
paratively low temperature, and which are capable of giving off their 
oxygen to disoxidizable substances, such as our food stuffs. It is obvious 
that Traube's idea of the action of an oxidizing ferment was that of 
intermediary reactions. He realized also that these oxidizing ferments 
exhibited no effects which could not be produced in inanimate nature, 
as the following quotation shows: "The ability to transfer oxygen . . • 
is found in many, even inorganic bodies. There are substances like 
nitrogenoxide, platinum, various coloring matters, copper salts, which 
are capable of transferring free oxygen upon neighboring substances." t 

• M. Traube, Ueber die hezidr.ung der Respiration zur Muslultkiitigkdt und die Bedeu­
iu'ffg det' Respiration iUurkaupt, 1861. Gesomfffeite Abkand/ungen VOl~ M. Tro,:bt, p. 157, 
Berlin, 18g9. (In this paper Traube showed also that .the work ?f the mus~l~ IS normally 
done at the expepseof carbohydrates. His arguments tnduced F)ck and WlShcenus to try 
the classical experiment by which this ~heory was prov~d.) . 

t M. Traube, Die Clumisdu Tluf}rtetkr Ffflflentwlrkungm untldV' Chemumusder Res­
piration, 1878. Gtsammelte AMana/., p. 34 Berlin, 1898. 
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I think Jacquet * was the first to separate a "ferment of oxidation" 
from the living organism, and to obtain it in a watery extract from 
tissues. The oxygen of the air oxidizes benzylalcohol (C,RsCR OR) 
only slowly to benzoic acid (C,RsCOOR) at body temperature; the 

same is true for the oxidation of salicylaldehyde C,R'C~~to salicylic 

acid C,H'CggR' Schmiedeberg had already shown that the animal 

tissues accomplish this oxidation comparatively rapidly. Jacquet 
proved that this energetic oxidation of benzylalcohol is not dependent 
upon living protoplasm, as he found that it occurred also in dead tissues. 
Tissues poisoned with carbolic acid continue to accelerate these oxida 
tions, and even tissues which have been preserved in alcohol are capable 
of so doing. Nor are these oxidations dependent upon the structure 
of the cells, as watery extract from the cells also had oxidative effects 
upon benzylalcohol. The action of the oxidizing enzymes is annihi­
lated when they are heated to a temperature of about 1000 

- pos­
sibly through a hydrolysis of the enzyme itself. 

Engler and Wild t have found that there exists a group of substances 
which behave like Traube's autoxidizable substances. These sub-­
stances have the peculiarity of easily forming peroxides of the following 
type:-

R-O 
R-O or 

These peroxides are capable of giving off one atom of oxygen to dis­
oxidizable substances. Through the loss of this atom of oxygen the 
peroxides are transformed into oxides. This view is supported by an 
important observation which was tlrst made by van't Hoff and Jorissen. 
If the quantity of oxygen which disappears in the oxidation 'of a known 
quantity of a disoxidizable substance is measured, it is found to be in 
most cases exactly twice as large as the quantity required for the oxida­
tion of the disoxidizable substance. t This tlnds its explanation in the 
fact that for every molecule of oxygen which is taken up by the autoxi­
dizable substance, only one atom is transferred to the disoxidizable 
substance. 

The view of Engler and Wild is also supported by the investigations 
of Kastle and Loevenhart § on the oxidizing effects of plant tissues, 
e.g. the potatO, and their watery extracts. They found that organic 

,. Jacquet, A,.C4. F!r ex/trimmttllt Patkologit und Plr4rmakologie, Vol. 29. p. 386. ]892-
t Engler und Wild. Bey, tiff,deutsch.dum. Gt!sti/sdi .• Vol. 3D, p. 166g,18<)7. Engler und 

Weissberg. K~ Sf1tIdiin Nkr me p~ aff At#(u'Ydatilt1l~ Braunschweig, 1904-
! See also Mancbot, kitJdl. fo, oniJrganitcJu Cltn!lk, Vol '7. P.4zo, 1901. 
§ Kastle a.nd Loevenhart, Am. Ckem.JouNlal, Vol.:z6, 1901. 
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peroxides, e.g. benzoylperoxide, phthalylperoxide, and succinylperox. 
ide, or inorganic ones, like lead peroxide and manganese peroxide, pro­
duced the same blue color in the tincture of guaiacum as the tissues 
of plants, or watery extracts from the same. The production of this 
blue color is due to oxidation. The same authors showed, moreover, 
that the same poisons which in plants prevent the action of oxi­
dases - this is the name given to the enzymes of oxidation - prevent 
also the oxidizing action of the above-mentioned organic and inorganic 
peroxides upon tincture of guaiacum. Kastle and Loevenhart there­
fore conclude that the oxidases, or oxidizing enzymes, in the tissues of 
animals and plants, are organic peroxides. 

Here we meet with a difficulty, however. Oxidations occur inces~ 
sanlly on a large scale in the living body, especially at the temperature 
of the warm-blooded animals. The peroxides, however, are not capable 
of transferring oxygen in unlimited quantities to disoxidizable sub­
stances, but as soon as a peroxide molecule has given off one atom of 
oxygen, its oxidizing power is at an end. This difficulty can be over­
come in the following two ways: it is possible that new autoxidizable 
substances are formed incessantly in the body; the second possibility 
is the existence of a second class of oxidizing enzymes which act more 
in the sense of true enzymes than the peroxides, inasmuch as they are 
able to take up and give off oxygen indefinitely. Hlfmoglobin is 
capable of binding and setting free oxygen indefinitely, but it is not 
capable of transferring its oxygen to disoxidizable substances, and 
hence does not act as an oxidase. 

The question of localization of the. oxidizing enzyme in the cell was 
raised by Spitzer.* He found that the proteins which can be extracted 
from the cells do not possess the qualities of Jacquet's oxidase, but ,hat 
these qualities are found in such extracts as contain nucleoproteids. 
The nucleoproteids are typical constituents of the cell nucleus, and 
they differ from the proteins proper in that they contain PO, and Fe. 
Spitzer was able to show, moreover, that of the products of cleavage 
of nucleoproteids only those constituents were able to act as oxidases 
which contained the Fe group. Two years ago I pointed out that if 
Spitzer's researches are correct, the cell nucleus must be regarded as 
the essential respiratory or oxidizing organ of the cell. t 

It is possible that we have two groups of oxidizing catalyzers in the 
tissues: first, those of the type of peroxides which are possibly present 
in the protoplasm; and second, substances which can act indefinitely 
as oxidases, and are found in the nucleus. There are, indeed, a number 

• spitrer, .f1liign-'s A"dliv. Vol 67. p_ 615. 1&}7_ 
t Loeb, ZtmcA. for EntwichltmglflUcltaniJ, Vol. 8, p. 689, ISgg. 



16 DYNAMICS OF LIVING MATTER 

of facts which seem to harmonize with the idea that the nucleus is the 
main oxidizing organ of the cell. Processes of regeneration demand 
oxygen. Nussbaum * has shown that if an Infusorian be cut in such 
a way as to divide it into two pieces, one containing the nucleus, and 
one without any nuclear matter, only the former is capable of regenerat­
ing the lost parts. The other piece lives but a comparatively short 
time and is not capable of regeneration; it dies under symptoms which 
arc rather similar to death from lack of oxygen. 

Ralph Lillie t tried to test the idea that the nucleus is the main oxi­
dizing organ with the aid of staining substances which diffuse into the 
cell, and change color when they are oxidized. He worked with the 
cells of the blood, the liver, and the kidneys of frogs, and found that 
the oxidation seems to occur most rapidly in the nucleus and on its 
surface. He found, moreover, that the oxidations were most rapid 
in those organs and those regions of organs where the nuclei were 
densest. 

It has been noticed that if cells containing chlorophyll are deprived 
of their nucleus, they keep alive longer jf exposed to the light than if 
kept in the dark. This may be connected with the fact· that in the 
light the chlorophyll is capable of liberating the oxygen from the CO,. 

It is stated, as a rule, that the role of the oxygen is to supply the 
energy for the production of heat and of mechanical work, but it is 
evident that this statement does not take into consideration the fact 
that sessile plants, in which the loss of heat does not need to be com­
pensated by a production of heat, and in which no energy is spent in 
mechanical motion, are in need of oxygen and possess oxidases. With 
the exception of a limited number of anaerobic bacteria, the statement 
can be made that oxidations and the presence of oxidases is a general 
characteristic of living matter. There are, however, other vital processes 
which are more general than those of locomotion and heat production, 
which also require oxygen, i.e. cell division and grmvth. Pasteur made 
the fundamental discovery t that with lack of oxygen the yeast cells 
continue to produce lively fermentations of sugar, - in fact, Pasteur 
stated that their fennentative action is more energetic than in the 
presence of oxygen, - but that they grow and multiply very little or 
not at all. If, however, oxygen is added freely, the yeast cells multiply 
and grow considerably, pro"ided the necessary nutritive salts are 
present. According to Hoppe-Seyler and Duclaux, the absence of 
J~ygen favors the formation of the catalyzer for the alcoholic fermenta-
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tion in the yeast cell, the zymase; * but we are here chiefly concerned 
with the fact which nobody has failed to confirm, that the presence of 
oxygen favors cell division and growth in yeast cells; that without 
oxygen these processes soon come to a standstill. The same is true 
for animals. I made a large number of experiments on the effects of 
lack of oxygen on the newly fertilized eggs of sea urchins and fishes 
(Fundulus and Ctenolabrus). t The eggs were kept in small Engel­
mann gas chambers through which a current of hydrogen Was sent to 
drive out the oxygen and the CO, formed by the eggs. In the eggs of 
Sea urchins and Ctenolabrus, the segmentation stopped in less than an 
hour after the beginning of the current of hydrogen. When the air was 
again admitted, the eggs began to divide, provided they had not remained 
too long without oxygen. The eggs of Fundulus, also a marine fIsh, 
do not respond as qUickly, inasmuch as it required about twelve hours 
before they stopped segmenting in the current of hydrogen. Similar 
results were obtained by Godlewski t on the eggs of frogs. As far as 
growth and regeneration are concerned, I have found that without 
oxygen both are impossible in Rydroids (Tubularia).§ In plants, 
conditions are the same; seeds require a comparatively abundant 
supply of oxygen for germination. II The question arises, as to what 
connection exists between the oxidations in Dving tissues, and cell divi­
sion and growth. We cannot answer this question as we do not know 
into which form of energy chemical energy must be transformed in 
order to produce cell division and growth. But another point may 
be settled. For the process of growth an increase in the quantity of 
living matter is required, and this requires synthetical processes. 
Schmiedeberg has called attention to the fact that oxygen is especially 
fitted to serve as a connecting link between organic radicals, and tliat 
through the inten'ention of oxygen a great many syntheses in the 
body may occur. He mentions, as an example, the combination in 
which sulphuric acid may appear in the urine. When a dog is fed with 
benzol, the benzol appears in the urine as benzolsulphate, provided 
that enough free oxygen is present. According to Schmiedeberg, 
this synthesis occurs in the following way:-

OR OR 
2 SO'OR + 2 C,H, + 0, = 2 SO,-O-C,R, + 2 R 0 . 

• H. Buchner denies that lack of oxygen increases the rate of alcoholic fermentation by 
yeast, although the facts seem to speak in favor of Pasteur's statement. E. Buchner, H. 
Bnchner, und M. Hahn, Die Z)'mauglil"ung, Munchen und Berlin, 190J. 

t Loeb, l}'lUger's Arc/nv, Vol. 62, p. :249, 1895. 
t Godlewski,·Zeits.fUl" Entwidulungsmu}z.anik, Vol. II, p. 585, 190I. 
§ Loeb, Unlersllcnungenzurpkysiolqisc!un Morpnoloeied" Tiere, II, Wiirzburg, 1891. 
U M. TraubeJ Gesamme/le A6luzndlungen, p. 148. 
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It is quite possible that the idea of Schmiedeberg will prove ex­
tremely fertile in further work in this direction.* 

But even this addition does not exhaust the r6le of oxygen in life 
phenomena; there are indications which make it appear as though 
the oxygen acted as a protective substance. When respiration is 
interrupted for but a short time in mammals or birds, loss of conscious· 
ness, and very soon death, follow. Lack of oxygen therefore affects 
first the cerebral hemispheres, and especially the ganglion cells. The 
blood supply to the nerves is either lacking, or is so meager that we 
must conclude that the functions of the nerves require very little oxygen. 
The experience in drowning shows that lack of oxygen leads in a limited 
number of minutes to death. In the case of death through lack of 
oxygen, the respiratory ganglia evidently undergo irreversible changes, 
which make attempts at revival futile. The heart retains its irritability 
much longer than the respiratory ganglia. Kuliabko has recently 
shown that the heart of a child can be caused to beat, or to show fibrillary 
contractions, eighteen hours after death. t This shows that death was 
not due to the inability of the heart to resume its beat, but to the inability 
of the respiratory ganglia to work properly. It has often been observed 
in my laboratory that in dying larva: of fish or frogs the respiration 
stopped sooner than the heartbeat. The irreversible changes which 
mark death occur with unequal rapiclity in the various tissues of an 
animal. 

When the egg of a Fundulus is kept in an atmosphere of pure hydro­
gen, segmentation comes to a standstill in about twelve hours, but 
permanent death occurs much later. The time required for permanent 
death to occur in the absence of oxygen is the longer the younger the 
egg. When eggs were deprived of oxygen immecliately after fertiliza­
tion, they remained alive in the absence of oxygen for three or four 
days (at a temperature of about 22°). When embryos of three days 
were exposed to the same conclition, death occurred in about thirty­
four hours. 

The higher the temperature the sooner lack of oxygen seems to cause 
death. I make this statement on the basis of casual observations, and 
I do not know whether or not any definite experiments exist on this 
point; should further investigation confirm this idea, it would seem to 
inclicate that the changes in the tissues which cause death are produced 
by noxious subs(ll.uces formed in the absence of oxygen. Araki t found 
that in the &£filiI! muscle dextrose and lactic acid are found when the 

• O. Schmiedeberg. Arc";''/) fir upmmmt. Pa/AQlogU"nd Pharmakologie, Vol. 14. 
pp. 288 and 3790 1QI_ 

t Kuliabko.~" Arclti.'/), Vol 97. p. 539J 1903. 
t Araki. Ztitl("jIir physiol. Clumie, Vol. IS, p. 335, 18g1. 
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muscle works in lack of oxygen, while these substances are not found 
in the presence of abundant oxygen. They are probably formed in 
the latter case also; but if atmospheric oxygen is present, are immediately 
oxidized, while in the case of lack of oxygen they remain in the muscle. 
This may serve as an example of the fact that metabolism in the presence 
of abundant oxygen is different from that in lack of oxygen. Richet 
and Broca have shown that if an excised muscle is stimulated in the 
presence of oxygen until fatigue sets in, it will recover, but not if stirnu-· 
lated in the absence of oxygen. It stands to reason that in the latter 
case the recovery is prevented by noxbus substances which would 
have been oxidized and rendered harmless in the presence of oxygen. 

Bacteriology furnishes examples of the fact that in the case of lack 
of oxygen morc virulent substances may be formed, or exist, than in 
the presence of atmospheric oxygen. Kastle quotes the statement that 
the toxin of the diphtheria bacillus is weakened under the influence of 
light in the presence of free oxygen, while the light has no such effect 
in the absence of oxygen. Pasteur observed that cultures of the anthrax 
bacillus and of chicken cholera become less poisonous when exposed 
to the air. Recent experiments by Kastle and Eh'ove * have shown 
that substances which have a high reducing power are especially toxic, 
and these authors are inclined to assume that many toxins belong to 
the group of reducing poisons. 

The fact that lack of oxygen is capable of producing irreversible 
changes, and thus death, is rendered more easily comprehensible through 
the direct observation of physical changes of living matter under such 
conditions. I have made such observations in the segmenting egg of 
a teleost fish, Ctenolabrus. t When these eggs are deprived of oxygen 
at the time they reach the 8 or 16 cell stage, it can be noticed that tl,e 
membranes of the blastomeres are transformed into small droplets 
within half an hour or morc, according to the temperature. These 
droplets begin to flow together, forming larger drops. Figures 1 to 5 
show the successive stages of this process. When the eggs are exposed 
to the air in time, segmentation can begin again; but if a slightly longer 
time is allowed to elapse, the process becomes irreversible and lifebecomes 
extinct. Such clear structural changes cannot be observed in the eggs 
of other animals under the same conditions. Are these changes of 
structure (apparently liquefactions of solid elements) responsible for 
death under such conditions? In order to obtain an answer to this 
question, I investigated the effect of the lack of oxygen upon the heart­
beat of the embryo of Ctenolabrus. The egg of this fish is perfectly trans-

• Kastle anti Elvove, Am. CIwn. /qurnal. Vol. 31, p. 195, 1904-
t Loeb, PJiUger! Arduv, VoL 62, p. %49, 1895· 
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parent and the heartbeat can easily be watched. When such eggs are 
put into an Engelmann gas chamber and a current of pure hydrogen 
is sent through, the heart may cease to beat in fifteen or tw~nty minutes; 
the heart stops beating suddenly before the number of heartbeats has 
diminished noticeably: it ceases beating before all the free oxygen 
may have had time to diffuse from the egg. In one case the heart beat 
ninety times per minute before the hydrogen was sent through; four 
minutes after the current of hydrogen had passed through the gas 
chamber, the rate of the heartbeat was eighty-seven per minute, three 

FIG. 1. j'IG.2, 

FIG. S. 
FIG. 3. 

FIGS, 1-5. Liquefaction of the cell walls of the egg of Ctenolabrus d1.le to lack of oxygen. 
(From Nature.) The eggs were exposed to a current of hydrogen. The liquefaction of the cell 

~h~~ea~:o;~~sf?~:i~~~ J~:g~r~~~~~ ~nerfinf)~;e:ot~~~g e~t :h~~ei~r~~~ j~di~t:s~re ~~~~:2~ 
of the germinal disk. Figures 2, 3, and 4. are drawn in inten'als of 15 mmutes. 

minutes later it was seventy-seven, and then the heart suddenly stopped 
beating. It is hard to believe that this standstill could have been 
caused by lack of energy. Hydrolytic processes alone could furnish 
sufficient energy to maintain the heartbeat for some time, even if all 
the oxygen had been used up. The suddenness of the standstill at the 
time when the rate had hardly diminished seems to correspond much 
more to a sudden collapse of the machine; it might be that liquefactions 
or some other change of structure occurs in the heart or its ganglion 
cells, comparable· to that which we mentioned before. In another 
fish, Fundulub, where the cleavage cells undergo no visible changes in 
the case of lack of •. oxygen, the heart of the embryo can continue to 
beat for about I\"elve hours in a current of hydrogen. In this case the 
rate of the heartbeat sinks during the first hour in the hydrogen current 
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from about one hundred to twenty or ten per minute: then it continues 
to beat at this rate for ten hours or more. In this case one might 
believe that during the period of steady diminution of the tension of 
oxygen in the heart (during the first hour), the heartbeat sinks steadily, 
while it keeps up at a low but steady rate as long as the energy for the 
beat is supplied solely by hydrolytic processes; but there is certainly no 
change in the physical structure of the cells noticeable in Fundulus, 
and consequently there is no sudden standstill of the heart. 

Budgett has observed that in many Infusorians visible changes of 
structure occur in the case of lack of oxygen; * as a rule the membrane 
of the Infusorian bursts or breaks at one point, whereby the liquid 
contents flow out. Hardesty and I found that Paramcecium becomes 
more strongly vacuolized when deprived of oxygen, and at last bursts. 
Amrebre likewise become vacuolized and burst under these conditions. 
Budgett found that a number of poisons, such as potassium cyanide, 
morphine, quinine, antjpyrine, nlcotjne, and atropine, produce struc­
tural changes of the same character as those described for lack of oxygen. 
As far as KCN is concerned, Schoenbein had already observed that it 
retards the oxidation in the tissues, and Claude Bernard and Geppert 
confirmed this observation. For the alkaloids, W. S. Young has shown 
that they are capable of retarding certain processes of autoxidation. 
This accounts for the fact that the above-mentioned poisons produce 
changes similar to those observed in the case of lack of oxygen. 

4. THE PRODUCTION OF CO, THROUGH ENZYMES 

It seems that organisms are pretty generally capable of producing 
CO:l from certain organic compounds, without the presence of ire<.; 
oxygen. The classical case of the production of CO, through a process 

.' of cleavage is the alcoholic fermentation of sugar under the influence 
of yeast cells. In this case one molecule of dextrose is split into two 
molecules of CO, and two of ethylalcohol. The process occurs in the 
absence of oxygen as well as in its presence, Of, according to Pasteur, 
even better in the absence of oxygen than in its presence. The catalyzer 
in this c~se is an enzyme, the zymase, which Buchner succeeded in 
liberating from the yeast cell. This discovery is of special interest, 
as for years it was impossible to separate this enzyme from the cell. 
Pasteur even went so far as to maintain that the process of alcoholic 
fermentation was of an altogether different kind from that of the inver­
sion of cane sugar, as the latter was due to an enzyme, soluble in water, 
Which could easily be extracted from the cell; while this was not so in 

• Budgett. Am . ./our. Pltysio/ogy. Vol. 1, p. 210, 1898. 
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the case of the alcoholic fermentation. Buchner * showed that Pasteur t 
was mistaken, and that the only difference was a technical onc, inasmuch 
as it requires a greater pressure to force the zymase out of the yeast 
cell than other enzymes, e.g. invertase. Through the discovery of 
Buchner, Biology was relieved of another fragment of mysticism. Thl' 
splitting up of sugar into CO, and alcohol is no more the effect of a 
"vital principle" than the splitting up of cane sugar by invertase. The 
history of this problem is instructive, as it warns us against considering 
problems as beyond our reach because they have not yet found their 
solution. The enzyme for the alcoholic fermentation of sugar is not 
confined to yeast, but seems to occur more generally. Thus Pasteur 
had already mentioned that certain kinds of fruit in the absence of air 
produced alcohol besides CO,; it is possible, however, that in fruits 
alcohol forms only an intermediary product which is oxidized further, 
or undergoes further changes, in the presence of oxygen, while it remains 
unaltered in the absence of oxygen. Godlewski and Polzeniusz demon­
strated an alcoholic fermentation in seeds of plants which germinated 
in the absence of oxygen.t The fact that in these cases the alcoholic 
fermentation occurs only in the absence of oxygen seems to favor Pas­
teur's statement, that lack of oxygen increases the velocity of the fermen­
tative action of yeast in the case of alcoholic fermentation. 

Stoklasa § and his pupils showed that in a number of plants and 
germinating seeds CO, and alcohol are formed in the absence of oxygen 
in the same proportion in which these substances appear in the alcoholic 
fermentation of sugar, and that just as much dry substance from the 
plants disappeared as corresponded to the sugar that was fermented. 
They succeeded in extracting from these plants (roots of sugar heets, 
potatoes, seeds of peas, seedlings of barley) an enzyme which acted 
like Buchner's zymase. 

As far as animals are concerned, G. von Liebig had already shown 
that the muscles continue to produce CO, in the absence of air, and 
that the production of CO, is increased when the muscle becomes 
active. Hermann repeated these experiments, and made sure that the 
muscle continues to produce COu even if it does not contain any free 
oxygen which can be extracted in the vacuum. Inasmuch as glycogen 
disappears during activity, it looks as if the CO, formed in the "bsence 

• E. Bqchner, H. Buchner, und M. Hahn, Die Zymauwirltung. Munchen nod Berlin ... 

190\ Paiteut, Eltltks sur Ia bitrt, Paris, 1876. Annalts tit chimit tt de p"ysique, Vol. 58~ 
p. 323, 1S60. See also Liebig, Utbtr Cakrung, UDer Qtulk tltr Mus!ulkra/t und Erniilz­
rung, Leipzig und Heidelberg, 1870. 

t Godle~ Polzenius4 Bulkti" de PAcaa. de C'4COftie, 1901. 
§ StoklaU.: HttfineU/w's Beitrage zur dumuc"en Pkysiologie, Vol. 3, p. 460, 1902-

PflUger's Arcki'v, Vol. 101, p. 3Il, 19040 
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of oxygen were produced from glycogen or sugar. If this be correct, 
a process must, under such conditions, occur which bears a certain 
resemblance to the alcoholic fermentation of sugar, although in the 
place of alcohol another product may be formed. 

It was remarkable that in spite of these observations and the well­
known fact that the muscles are the main seat for the production of 
CO" nobody was able to show that a muscle extract is able to decompose 
dextrose. This gap seems to ha vo been filled recently by Cohnheim.* 
Von Mering and Minkowski had found that extirpation of the pancreas 
causes the most serious type of diabetes. This fact and subsequent 
discoveries suggested that the pancreas must secrete a substance into 
the blood, by which the oxidation or cleavage of sugar is accelerated. 
The place of the decomposition of the sugar must evidently be the 
mu·scles. Starting from these arguments, Cobnheim tested whether 
the muscle and the pancreas together do not contain a glycolytic power 
which neither contains alone. Cohnheim succeeded in showing that, 
by a process similar to that used by Buchner, liquids free from cells 
can be extracted from muscles and pancreas which, if mixed, cause 
dextrose, when added to the mixture, to disappear from it. The liquid 
extract from the muscle or the pancreas alone has no such action. "This 
observation may be analogous to the disco,ery of Pawlow, that the 
mucous membrane of the intestine secretes a substance, enterokinase, 
which activates the trypsinogen of the pancreatic juice, or to the observa· 
tion made in the case of the hemolysins by Bordet and Ehrlich, that 
this process requires two different substances, - the so·called comple­
ment and Zwischenkoerper." 

All these facts show that the production of CO, in the body may 
occur without the presence of free oxygen, that these processes are 
evidently accelerated by special enzymes. 

In regard to the energetics of these processes, it may be said that 
the energy which can be obtained by the complete oxidation of dextrose 
is about ten times as large as that which can be obtained from it by 
alcoholic fermentation. Bunge has calculated that it would not be' 
possible for a man to do the average amount of muscular work at the 
expense of energy derived solely from the alcoholic fermentation of 
sugar. For this process the oxidation of dextrose is necessary, and 
therefore the presence of oxygen is required . 

• O. Cohnheim. Hoppe.Sey/ers Zeitsch. for pkysiol. elumie. Vol. 391 p. 336, 1903. 
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5. CONCERNING THE THEORY OF ENZYME ACTION 

a. Stereochemical Attempts. 
Liebig expressed the idea that ferments or catalytic substances, 

in general, were bodies in a process of decomposition, and that their 
condition of motion was communicated to the fermentable body. 
Schoenbcin, Pasteur, and Traube showed the untenability of this view 
by pointing Qut that platinum or the yeast cell cannot be well considered 
as bodies in a condition of rapid decomposition. To-day we do not 
value it so highly if an author tries to explain phenomena by vague 
statements concerning the vibration of atoms. Now and then an author 
still makes the statement that "life is motion," but as Driesch has 
pointed out, this statement is about as valuable as the information that 
the philosopher Kant was a vertebrate. 

Certain observations by Pasteur and Emil Fischer seemed, for a 
time at least, to arOllse the hope that the theory of enzymatic action 
might be found in the field of stereochemistry. Pasteur had observed 
in the beginning of his scientific career that while the right-handed 
tartaric acid is easily decomposed by fermentation, the same was not 
true for left·handed tartaric acid. Pasteur assumed that the geometri­
cal shape of the tartaric acid molecules exercises an influence upon the 
fermentability of their solution. From the point of view of stereo­
chemistry the forms of the right- and left-handed tartaric acid molecules 
show the same relation of symmetry as our right and left hand, or some 
asymmetrical object and its mirror image. It appears from Pasteur's 
biography that he expected important discoveries to be made concern­
ing the nature of life from this relation between the form of the asym­
metrical molecules and their biological effect. Pasteur's discovery 
found little consideration until it was taken up by E. Fischer.* He 
found that the alcoholic fermentation through yeast, e.g. Saccharomyces 
cerevisia:, depends upon the molecular constitution and configuration 
of the various sugars. Saccharomyces ceremsUe brings about an 
alcoholic fermentation only with triose and hexose, possibly also with 
nonose. Tetrose, pentase, heptose, and octose undergo no alcoholic 
fermentation with this form of yeast. It is evident that only those 
monosaccharides are fermentable by yeast which have three or a 
multiple of three atoms of carbon in the molecule. As far as the influ­
ence of tl::e stereochemical configuration of the sugars and glucosides 
upon their ferll1elltability is concerned, a similar relation as that found 
by Pasteur exists. Of the hexoses or hexaldoses there exist sixteen 

* E. Fischer undifbierfelder, Berickte tier deutsdt. dum. G~sellsck .• Vol. 27, pp. 2036 &Dd 
2985~ 18940- FiSCher, kitsc4..for physiofog. Clumie, Vol. 26, p. 60,1898. 



GENERAL CHEMfSTRY OF liFE PHENOMENA 25 

stereoisomeres, of which, however, only three are fermentable by 
Saccharomyces cerevisUe, namely, d-glucose, d-mannose, and d-galactose. 
The relation between fermentability and configuration will be rendered 
a· little clearer by the following diagrams:-

H H OH H 
I. CH,OH CCC C COH d·glucose (fermentable) 

OH OH H OH 

OH OH H OH 
2. CH,OH CCC C COH I-glucose (non fermentable) 

H H OH H 

H H OH OH 
3. CH,OH CCC C COH d-mannose (fermentable) 

OH OH H H 

HO HO H H 
4. CH,OH CCC C COH l-mannose (nonfermentable) 

H H OH OH 

H OH OH H 
5. CH,OH CCC C COH d·galactose (fermentable) 

OH H H OH 
etc. 

Fischer gave a metaphorical illustration of these facts which was 
taken rather literally by some biologists, and which has had a decided 
influence upon the formation of biological hypotheses. For this reason 
it may be mentioned here. "Inasmuch as the enzymes are in all proba­
bility proteins, and inasmuch as the latter are formed synthetically from 
carbohydrates, it is probable that their molecules also have a dissym· 
metrical structure, and one whose dissymmetry is, on the whole, com­
parable to that of hexoses. Only if enzyme and fermentable substance 
have a similar geometrical shape can the two molecules approach each 
other close enough for the production of a chemical reaction. Meta­
phorically we may say that enzyme and glucoside must fit into each other 
like key and lock." 

Max Cremer* has expressed the idea that in all these cases in reality 
one and the same sugar undergoes alcoholic fermentation; namely, 
d-glucose. It is, indeed, not impossible that the alcoholic fermentation 
of d-mannose and d-galactose occurs in two stages, the first stage con~ 
sisting in the transformation of these two substances into dextrose. This 
would be in harmony with the observations concerning the alcoholic 
fermentation of disaCcharides, e.g. cane sugar, which must first be 

• Max Cremer, Zeib£k.for Bi()/ogu. VoL 32, P. 49. 1895. 
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hydrolized into dextrose and I",vulose by a special enzyme, namely, 
invertase. The dextrose and lrevulose undergo alcoholic fermentation 
by zymase. It has indeed been shown by Lobry de Bruyn that d-man­
nose, d-galactosc, and d-fructose can easily be transformed into 
dextrose. If this view is correct, the relation between stereochemical 
configuration and fermentability is only an apparent onc. 

b. The Theory of Intermediary Reactions. 
The facts that the catalyzer is unaltered at the end of the reaction, 

and that apparently a small quantity of the enzyme can catalyze infi­
nitely or comparatively large quantities of the fermentable substance, 
harmonize with the assumption of intermediary reactions. As an 
example of the theory of intermediary reactions of enzymes, the oxida­
tion of sulphurous acid to sulphuric acid in the presence of nitric acid 
may be mentioned. Without the presence of nitric acid, sulphuric acid 
is oxidized but slowly; but in the presence of nitric acid the latter gives 
off oxygen to the sulphurous acid, and afterward takes up oxygen 
again. The intermediary processes seem to be rather complicated and 
are perhaps not fully known, but it seems that the successive transfer 
of oxygen from the nitric acid to the sulphurous acid and ·the reoxida­
tion of nitrous acid to nitric acid occur with much greater velocity than 
the direct oxidation of sulphurous acid by free oxygen. 

Inasmuch as the chemical nature of the enzymes is unknown, it is 
impossible to ascertain positively whether or not their efficiency is due 
to intermediary reactions. But there are inorganic catalyzers whose 
action resembles that of the enzymes, e.g. platinum and other metals, 
like iridium, osmium, silver, etc. We have already mentioned the fact 
that platinum acts like lipase in the hydrolysis of ethylbutyrate. The 
oxidation of alcohol to acetic acid is accelerated by Bacterium aceti 
as well as by platinum.* A striking analogy between the catalytic action 
of platinum and enzymes exists in regard to hydrogenperoxide. 0. Loew 
has shown·that there is a specific enzyme catalase, which is very general, 
and which accelerates the decomposition of H,O,. If this decomposi­
tion occurs in the presence of oxidizable substances, the latter, too, are 
often oxidized. As a rule the process is represented by the equation-;-

R,O,= R,O + ° 
The free atom of oxygen is said to be responsible for the oxidizing action 
of H,O" ·althollgb Kastle and Loevenhart have expressed a different 
View. t They quote a number of observations made by previous authors, 

• Bredig enumerates these analogies in his interesting pamphlet on ".AllfJrga"ua, 

Ft~;l;e:~~!hart, Am. Clum.Journal, Vol. 29, p. 563, 1903. 
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which indicate that H,O, is capable of adding itself to a large number 
of compounds and forming bodies like the following: B.O,H,O, or 
K.O,2 H,O,. Jones and Carroll found that certain acids and salts 
show in water with solutions of H2 0, an abnormal depression of their 
freezing point. They conclude that in this case a combination between 
the molecules of the salts and the H,O, is formed. From this and similar 
observations Kastle and Loevenhart draw the conclusion that those 
substances which like platinum accelerate the decomposition of HzO:u 
first combine with H,O" and that this combination is unstable and rapidly 
falls apart into molecular oxygen, water, and the catalyzer, i.e. platinum. 
If this occurs in the presence of reducing bodies which do not act directly 
on H20" they may be oxidized in this process. The platinum may 
afterwards combine again with another molecule of H2 0:.!, and the 
process be repeated. 

These views find a nice confirmation through the investigation of 
the action of certain poisons like HeN on the decomposition of H,OIl 
by platinum or catalase. It is well known that HCN kills warm· blooded 
animals rather rapidly under the symptoms of lack of oxygen. Schoen­
bein had already shown that prussic acid inhibits the decomposition of 
H,O, through animal tissues (or the catalase contained in them). Gep­
pert showed that HeN prevents them from consuming the free oxygen, 
hence the animals die under symptoms of asphyxiation. HCN prevents 
also the decomposition of H,O, through platinum. Bredig has con· 
tinued the experiments of Schoenbein. As the velocity of the catalytic 
action of platinum must be in proportion to the surface of the metal, 
Bredig, in order to get a maximal surface, made colloidal solutioFls of 
platinum and other metals. He showed that extremely small doses 
of HCN are sufficient to prevent the catalytic action of colloidal platinum 
upon H 2 0:.!. Kastle and Loevenhart made it probable that this "toxic" 
effect of HeN upon the catalytic action of platinum upon H,O, is deter­
mined by the fact that platinum forms an insoluble combination with 
HCN. The formation of a film of this insoluble compound on the 
surface of the platinum prevents the latter from forming the unstable 
combination with H,O, which must precede the decomposition of the 
latter. The reason why so little of the poison is required for this effect 
is due to the fact that tbe film which is formed on the surface of tbe 
metal may be infinitely thin. Kastle and Loevenhart were able to 
put their hypothesis to a test. Silver and thallium act much like plati­
num upon tl;le hydrogenperoxide, inasmuch as both accelerate its decom­
position. While silver forms a combination with HCN which is insoluble 
in water, thallium forms a soluble combination. Kastle and Loeven· 
hart sbowed that while hydrocyanic acid inhibits the decomposition 
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of H,O, by silver, the catalytic action of thallium upon H,O, is not 
diminished by HCN.* 

The same authors could show, in general, that the anions of those 
salts which form insoluble compounds with the metal diminish also the 
catalytic action of this metal, while the same salts have no inhibiting 
effect if the catalyzer is a metal which forms soluble compounds with 
the anion of the salt. 

Kastle and Loevenhart found that certain salts accelerate the action 
of platinum on the decomposition of hydrogenperoxide. They are 
inclined to assume that this class of salts acts directly upon the H,O" 
and not upon the catalyzer. 

Everything seems to indicate that the enzymes accelerate the reac· 
tions in the body by forming intermediary, unstable combinations with 
the bodies whose reactions they accelerate. These unstable compounds 
are rapidly decomposed, and this makes the catalyzer free to repeat the 
action. This makes it clear that a small quantity of the catalyzer can 
decompose indefinite quantities of the substance. The fact that many 
enzymes act specifically also harmonizes well with this view. The 
enzymes, being themselves organic compounds of a complex character, 
will not form unstable compounds equally well with any organic com­
pound. 

Inasmuch as the enzymes are necessary for the chemical processes 
in living matter, the formation of enzymes is one of the essential 
functions living matter has to perform. Spitzer and Friedenthal were 
inclined to assume that the nucleo-proteids act as enzymes. This 
view, while possible, is not yet proven. 

'" Kastle and Loevenhart, Am. Chem./ourna/, Vol. 29, p. 397, 1903. 



LECTURE III 

THE GENERAL PHYSICAL CONSTITUTION OF LIVING MATTER 

1. THE LIMITS OF D,V,SIBILITY OF LIVING MATTER 

THE preceding lecture has shown that living mattcr is a mixture of 
various compounds, namely proteins, fats, carbohydrates, and salts. The 
fact that the reaction velocity for a number of oxidative and hydrolytic 
processes is so great, in spite of the low temperature and the practically 
neutral reaction of the tissues, has found its explanation through the 
presence of specific enzymes and the intermediary reactions determined 
by them. If we ask whether it would suffice for the purpose of making 
living matter to try to find a mixture of the above-mentioned substances, 
including the enzymes, the answer would have to be no, for the reason 
that living matter is characterized by another peculiarity not yet men­
tioned, namely, a definite structure. 

Whatever may be the physical structure of living matter, it is certain 
that in most cases its complete destruction means the cessation of life 
phenomena. A brain or kidney which has been ground to a pulp .is no 
longer able to perform its functions; yet it is evident from the facts 
mentioned in the previous lecture that certain chemical functions can 
still be performed by such pulps, e.g. the catalytic processes. The 
question now arises as to how far the divisibility of living matter can be 
carried without interfering with its functions. Are the smallest particles 
of living matter which still exhibit all its functions of the order of magni­
tude of molecules and atoms, or are they of a different order? The 
first step toward an answer to this question was accomplished by Moritz 
Nussbaum,* who found that if an Infusorian be divided into two pieces, 
one with and one without a nucleus, only the latter will continue to live 
and perform all the functions of self·preservation and development 
which are characteristic of living organisms. This shows that not 
only more than two definite substances, but two different structural 
elements, are needed for life. We can understand partly from this 
1"hy an organ after being reduced to a pulp, in which the differentia-

• Nussbaum, loc. cit. 
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tion into nucleus and proto~lasm is definitely and permanently lost, 
is unable to accomplish its functions.* 

The obsetvations of Nussbaum and those who repeated his experi­
ments showed that although two different structures are required, not 
the whole mass of an Infusorian is needed to maintain its life. I tried 
to solve the question as to how small a fraction of the original cell must 
be preserved in order to maintain life in the sense of the definition 
given at the beginning of these lectures. Will the smallest possible 
element be of the order of an aggregate of a few molecules, or will it 
be of the order of a small fraction of the original mass? I tried to decide 
this question in the egg of the sea urchin, immediately after its fertiliza­
tion. The egg divides and reaches successive lan'al stages, first a blas­
tula, then a gastrula, and finally a pluteus stage. Without especial 
efforts the eggs cannot be raised beyond this stage in the laboratory. 
I had found a simple method by which the unsegmented eggs of the 
sea urchin (Arbacia) can easily be divided into smaller fragments. 
When the egg is brought from five to ten minutes after fertilization 
(long before the first segmentation occurs) into sea water which has 
been diluted by the addition of an equal part of distilled water, the 
egg takes up water and the membrane bursts. Part of the protoplasm 
then flows out, in onc egg more, in another less. If these eggs are after­
ward brought back into normal sea water those fragments which con­
tain a nucleus begin to divide and develop. t In this case the degree 
of development such a fragment reaches, is clearly a function of its 
mass; the smaller the piece, the sooner on the whole its development 
ceases. The smallest fragment which is capable of reaching the pluteus 

• stage possesses the mass of about one eighth of the whole egg. Boveri 
has since stated that it was about one twenty-seventh of the whole 
mass. Inasmuch as only the linear dimensions are directly measurable, 
a slight difference in measurement will cause a great discrepancy in 
the calculation of the mass. 

These results are in harmony with experiments made by Driesch j: 
for a different purpose. Driesch isolated the first blastomeres of the 
segmented egg of a sea urchin by shaking the egg and thus bursting 
its membrane. He found that an isolated cell of the two- or four-cell 
stage of the egg of a sea urchin is still capable of developing into a 
normal pluteus, but that an isolated blastomere of the eight- or sixteen­
cell stage no longer possesses this power. This experiment, however, 

*n mWlt not be- ~verlooked that in bacteria and the blue algre no distinct differentia~ 
tion into nucleus and protoplasm can be shown. To these organisms, therefore, the experi-

ment; ~~b~ss,;r~':r~:~~:lFv~ tp~~i;~: p. 52 5. 1893. 
t Driesch. Zrimfi./u,. wissmsch4fllisdu Z()ologie. Vol. 53. 1891. 
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cannot be used as an unequivocal answer to our question, inasmuch 
as the possibility exists that in later stages of segmentation the different 
cells undergo different chemical changes, whereby they no longer remain 
equal in quality. 

If we raise the question why such a limit exists in regard to the 
divisibility of living matter, the answer is possibly given by Boveri's 
observation that the unsegmented egg of the sea 
urchin (Strongylocentrotus lividus) possesses three 
different layers.* It is possible that these three 
layers contain chemically different material, and 
that only those fragments of an egg are capable 
of development which contain material of each 
of the three layers. If this be correct, it will 
certainly not suffice to mix the chemical con­
stituents of the egg in order to produce the 
phenomena of development; but we must pro- FIG. 6.-AFI'ER BOVERI. 

vide for a definite arrangement or structure of 
this material. We shall see later on that this 
structure may be very simple and capable of 
a physicochemical definition. The limits of 

Structure of the unfertiHz.ed 
egg of a sea urchin. The 
contents of the egg are 
divIded into three dis­
tinct layers. 

divisibility seem therefore to depend upon the physical structure of 
the cells or organs. These limits vary for different organisms and 
cells. The smallest piece of a sea-urchin egg that can reach the plu­
teus stage is still visible with the naked eye, and is therefore consider­
ably larger than bacteria or many algre, which also may be capable 
of division. 

2. FOAM STRUCTURES AND EMULSIONS 

Living matter seen through the microscope invariably offers the 
same characteristic appearance which bas caused biologists to desig­
nate it with one general term; namely, protoplasm. Yet the common 
physical features of living "protoplasm" are still a matter of contro­
versy. Some authors maintain that the protoplasm is a network of 
fine fibers, while others say, and apparently justly, that the network 
does not occur in living protoplasm, but is caused by the coagulation 
of the colloids contained in the cells and liquids of the tissues. It is 
a fact that the proteins which are dissolved in the living body are pre­
cipitated by the fixing reagents of the histologists, and when they are 
precipitated they form net structures which do not exist during life 
when the proteins are held in solution. t 

• Boven.. Die Pola,.itat tks N~le'ekie,. Perfland/. "" pA.ysilt .• meti. eese/be!'., Wiitzburg; 
VoL J4, 1901. t Hardy.Jour. of Pkysi%gy, Vol. 24t p. 158, 1899. 
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Biitschli * has expressed a view concerning the structure of living 
protoplasm which is more probably correct than the assumption of the 
net structure. According to him, living protoplasm has the structure 
of a microscopic emulsion. His view is shared by E. B. Wilson and 
other authors, while it is accepted, but not unconditionally, by Hardy 
and Pauli. Btitschli1s conception, however, seems to harmonize with 
a great many facts, and therefore we may discuss some features of the 
theory of emulsions. Emulsion and foam arc, according to Quincke, 
only clifferent names for the same (diphasic) physical system. An 
emulsion like milk consists of a large number of spherical droplets of 
fat, which are distributed in a watery liquid.t We speak of a foam in 
the case of an emulsion of a gas in a liquid. The foam in a soap solu­
tion consists of spherical masses of air which are distributed in a watery 
liquid. Foams and emulsions haye therefore the same physical struc­
ture. The peculiarity of emulsions and foams which interests us in 
this connection is their durability, and the theory of foams is concerned 
with this side of the problem. According to Lord Rayleigh, an ab­
solutely pure liquid cannot form a durable foam.t When a gas bubble 
rises in pure water it is surrounded by a liquid film which, however, 
does not possess any durability, and therefore bursts. If, however, 
the water is contaminated by another substance, these liquid films 
become more durable. This influence upon the durability varies with 
the nature of the contaminating substance. It is known that the addi­
tion of small quantities of colloidal material, e.g. soap, saponin, a solu­
tion of gelatine, is capable of making the liquid films very durable. 

This influence of the contamination is due to its effect upon surface 
tension. Experiments have shown that those substances whieh make 
these liquid films more durable decrease the surface tension which ex­
ists at the iimit between water and the emulsified substance. In con­
sequence of this latter fact, these substances have a tendency to collect 
at the common surface between water and air, or whatever the emulsi­
fied substance may be. The surface acts like a trap on such particles, 
inasmuch as it requires an outside force to bring them back to the 
interior, if they have once collected at the surface.§ The consequence 
is that a film of this contaminating material is formed at the surface, 
between the water and the oil droplets, or whatever the substance held in 
emulsion may be. In the case of oil emulsions in water, the contami­
nating substance is a trace of soap formed through the hydrolysis of fat 
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or oil. Soap solution diminishes the surface tension between water and 
oil. The question arises as to how this circumstance can make the 
emulsion more durable. The answer is as follows; If a film of water 
separates two oil drops, the soap particles gather at the surface on 
either side of the water film. If these soap particles be now brushed 
aside on one spot of this watery film, the water will come in direct con­
tact with the oil. The surface tension between oil and water is greater 
than that between soap solution and water. Hence, in a spot where 
the soap is removed the surface tension or tendency to contract will 
be greater than in the rest of the film, and the consequence will be that 
this spot will contract and thus mend the hole in the layer of soap. In 
this way the diminution of the surface tension by the contaminating 
substance makes the emulsion more durable, and prevents the fusion 
of two neighboring droplets in an emulsion. It is not impossible that 
the existence of such a film may explain why it is that the cleavage cells 
of an egg cia not easily fuse. 

As far as the thickness of the contaminating layer is concerned, 
Lord Rayleigh has measured it, and found that the contaminating 
layer of oil on the surface of water which suffices to prevent the motion 
of particles of camphor on the surface of water, need be only T50lrooo 
mm. thick. It is hardly necessary to mention that such a fil:n is far 
below the limits of microscopic visibility. 

Butschli assumes that living protoplasm is an emulsion of two 
liquids: a viscous one, which is insoluble in water; and a watery liquid, 
which possesses little viscosity.* 

3. THE COLLOIDAL CHARACTER OF LIVING MATTER 

Hardy as well as Butsch!i assumes that living matter is essentially 
liquid. The most common observations on living organisms, which 
are sufficiently transparent, show that this is undoubtedly true for a 
large part of the material contained in such organisms. Certain ele­
ments, however, are apparently solid, e.g. the surface films of cells and 
nuclei, and possibly certain structures in the interior of the cell, suer 
as centrosomes. The observations of Traube, as well as Hardy, shoVl 
how solid constituents can be formed from liquids in living matter 
We are dealing here with a chapter of the physics of colloids, whicl 
is just at present the object of many investigations. 

The substances in living matter which occur in a liquid as well a' 
in a solid condition are the colloids. The name was given by Graham 
who discriminated between two kinds of soluble substances, - crystal 

• Biitschli, Archi'll fir Entwidu/unpmechanik, Vol. 11,499,1901. 
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loids and colloids. The former diffuse easily through animal mem­
branes, the latter only with difficulty, or not at all. It is, however, 
well to remember that there exist transitions between both groups. 
According to Krafft,* the colloidal character of sodium soaps increases 
with the size of the acid molecule. Thus sodium acetate possesses 
the qualities of a crystalloid in a watery solution, while sodium stearate 
helongs to the colloids. The proteids, certain carbohydrates like 
starch or glycogen, and higher fats, belong to the colloids; while their 
products of cleavage, e.g. dextrose, may belong to the crystalloids. 
According to Krafft, there is therefore a steady transition from the 
crystalloids to the colloids. t 

In physical chemistry, as a rule, a different idea of the colloidal 
solution is given, i.e. that they are no rca] soluHons, but suspensions 
of small particles in a liquid, or a system of two phases. We have 
already mentioned the fact that not only organic substances may form 
colloidal solutions, but also many inorganic substances, and even pure 
metals, such as platinum, gold, silver, etc. All these colloidal sub­
stances alter the freezing point or boiling point of the liquid not at all 
or but little. From this the conclusion is drawn that no work, ,or but 
little, is required to separate the solvent from the dissolved colloidal 
particles. It must, however, be stated that according to some authors 
the proteins dissolved in the blood serum have a definite osmotic pres­
sure which is far from being a "quantitl! negligeable." Starlingj found 
by a direct measurement - the freezing-point determinations fail in 
such cases - an osmotic pressure of the colloids of as much as 30 
to 40 mm. of mercury. This pressure plays, according to Starling, 
a definite and important r6le in phenomena of lymph formation, oedema, 
etc. In view of Starling's observations it is doubtful whether we still 
have a right to maintain that colloidal solutions behave like suspensions, 
inasmuch as the latter differ from real solutions through the fact that 
they possess DO. measurable osmotic pressure. § 

A second argument in favor of a principal difference between col· 
loidal and crystalloidal solutions lies in the fact that dissolved particles 
in a colloidal solution have, as a rule, a definite electrical charge. The 
same is often found in the particles which form suspensions in water. 
The existence of the electrical charge can be demonstrated if an 

; ~~ff~~l;~:~!ife!rs~~;~te:~h:p~!:;t;:~: ~~~ 3(~cflhf:1f a:~Jl~o::~~ is exposed 
to the a,ction of -a. centrifuge, the concentration at the periphery becomes larger than at the 
center. 

t Starling, Jour. of PAysiology, Vol. 19, p. 312, ISgS. 
§ More recently Reid bas reached the conclusion that the colloids in Starling's experi­

ments were Dot free {r01Jt.ts, and that he in reality measured the osmotic pressure of the 
latter. ' 
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electrical current be sent through a colloidal solution; in this case, the 
particles move in the direction of the negative or positive current, ac-' 
cording to the chemical character of the colloid. This charge of the 
colloidal particles is generally held to be due to the formation of a 
double layer of electricity at the surface, between particl~ and water. A 
similar explanation was given to the charge of particles suspended in 
water; and this is considered another argument in favor of the idea, 
that colloidal solutions are diphasic systems. It is, however, possible, 
as Freundlich * has already mentioned, that the charges of the col­
loidal particles are due to the electrolytic dissociation of the latter. It 
had generally been noticed that the colloids of an acid character are 
negatively charged when in solution, while colloids of an alkaline char­
acter are positively charged. This is exactly what should be expected 
if the charges of the colloidal particles in solution are due to electro­
lytic dissociation. If the colloid is an acid, it. will dissociate into one 
or more positively charged hydrogen-ions and a negatively charged 
colloid-ion; if the colloid is an alkali, it will dissociate into one or 
more negatively charged hydroxyl-ions and a positively charged 
colloid-ion. 

Hardy t has shown that dialyzed white of egg (from the white of 
a hen's egg) is electro-positive when a trace of acid is added, while a 
trace of alkali makes it electro-negative. He believes that in the for­
mer case, the hydrogen-ions are caught in the meshes of the colloidal 
particles of the white of egg and carry the latter with them when they 
migrate in an electrical field. When alkali is added, the hydroxyl­
ions are caught in the meshes of the particles and drag the latter with 
them in an electrical field. I have called attention t to the fact that 
Hardy's observations allow of a different interpretation, namely, that 
they may be due to the electrolytic dissociation of the white of egg. 
The proteins have an amphoteric character, i.e. they aTC able to give 
off HO-ions, as well as H-ions, to the surrounding solution. If we add 
a trace of acid to the solution of dialyzed white of egg, the degree of 
dissociation of the acid part of the molecule is diminished, and it will 
dissociate chiefly into HO-ions and a colloid cation, and the latter will 
migrate in an electrical field to the cathode. If a trace of alkali, how­
ever, is added to the surrounding solution, for the same reason, the 
white of egg will be prevented from sending as many HO-ions into 
solution as H-ions, and the molecule will dissociate mainly into H-ions 
and a colloid anion. Hence, the addition of a trace of acid will give 

* Freundlich. Zeitsch. for physikal. Chemie. Vol. 44. 1903. 
t Hardy. Proceedings of the Royal Society, Vol. 66. p. 110, 1901. 
t Loeb, University of California Publications, Vol. I, p. [41), 19Q4. 
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the colloidal particles a more positive charge, while a trace of alkali 
will give them a morc negative charge. 

Hardy waS the first to call attention to the fact that the electrical 
charge of the colloidal particles -- or, in his opinion, the difference of 
potential between the particles and the surrounding solution - is a 
prerequisite for the stability of many colloidal solutions. * If in these 
solutions the charges arc removed from the particles, a precipitation 
occurs through the clumping together of the small colloidal particles 
to larger aggregates and the falling of these aggregates. Hardy 
proved this in two ways: first, by carefully neutralizing acid white 
of egg with NaHO, until the particles no longer migrated with the 
positive or negative electric current. As soon as this occurred, a 
slight mechanical agitation of the particles was sufficient to produce a 
precipitation of the white of egg. The second proof consisted in show­
ing that ,vhen a constant current is sent through the solution, the par­
ticles that are carried to the electrode are precipitated. At the pole 
the particles lose their charge and become isoelectric with the surround­
ing water. It is, however, not impossible that acid or alkaline white 
of egg is soluble, while the neutral white of egg is insoluble, or less 
soluble, in \vater. 

I! had been known for a long time that water which was rendered 
opaque through a suspension of small particles could be made clear 
if salts were added to the suspension. A similar experience had been 
made in connection with the precipitation of colloidal particles. It 
was further known that the precipitating power of various electro­
lytes is a function of only one of the two ions, - mostly the cation, -
and that it increases with the valency of the active kind of ions. The 
fact that Freundlich found in experiments with a sol of arsenic sulphide, 
whose particles have a negative charge, that the precipitating force of 
salts with a bivalent cation was about seventy times as large as that 
of salts with a univalent cation, while salts with a trivalent metal pos­
sessed a precipitating force five hundred times as large as that of a uni­
valent cation, may serve as an example. Hardy added the important 
fact that in the case of sols with negatively charged particles, the pre­
cipitation is due to the cations; while in the case of positive colloids 
the precipitation is caused by the anions of the precipitating salt. 
Hardy states that the precipitating power of an ion is an exponential 
function of its valency.t ·Freundlich, however, has shown clearly 
that where the cation of a salt causes the precipitation, the anion is 
not without solne effect. It seems quite possible that the facts found 
by Hardy indicate a purely chemical action of the precipitating salt . 

• Hardy. loe. (J."'h" t Hardy • .1our. oj Physwlogy, Vol. 24. p. 288, 1899. 
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A negatively charged colloid can form salts with metals; and it is in 
harmony with the general facts concerning the solubility of salts, that 
the latter decreases with the valency of the ion with which the colloid 
combines. Hardy, Bredig, and many other authors believe, however, 
that in this case the ions act only through their electric charges. Hardy 
has recently found that electro· negative globulin solutions arc rapidly 
precipitated by the positive electrons sent out by radium.* It is pos­
sible that the radiation, in this case, causes a precipitation only in­
directly, while its direct action is a chemical change in the globulin 
solution. 

If we accept the view of Hardy and Bredig, that we are dealing in 
the action of sols with an effect of an electrical charge of the ions, we 
shall do well to adopt Bredig's t explanation of this effect. The sur­
face tension at the limit of two media reaches a maximum, when the 
difference of potential between the two media becomes a minimum. 
This is due to the fact that the electrical charges are antagonistic to the 
surface tension. The higher the surface tension between colloidal 
particle and surrounding liquid, the easier will the slightest agitation 
cause a clumping of the smaller particles into larger aggregates. Those 
who hold this ,1ew have thus far not yet shown how it happens that 
the valency of an ion has so great an effect upon the precipitation of 
the colloidal particles, although each precipitating salt carries equal 
quantities of positive and negative charges into the solution. 

Not all the colloidal solutions show cataphoresis. Hardy men­
tions that globulins which are held in solution by salts do not migrate 
when a constant current passes through them. 

Life depends upon the existence of these colloidal solutions in the 
cells. All agencies which bring about a general gelation, bring life 
to a standstill; and such a standstill is permanent in case irreversible 
gels are formed, such as originate if proteins are heated. The liquid 
proteins of our body coagulate at a comparatively low temperature, 
and this is the reason that at a temperature of about 45° the cells of 
our body die very rapidly. The heavy metals also transform the 
proteins of our body into irreversible gels, and this may be a reason 
why they are so poisonous. There are, however, conditions in 
which the transformation of sols into gels does not lead to death, 
but to the formation of important morphological structures, e.g. Traube's 
membranes of precipitation. The astrospheres also originate, accord­
ing to the botanist, Alfred Fischer, through a process of coagulation. 
It is, moreover, possible that a series of manifestations of life in cell-

... Hardy,Jou". of Pkysiology, Vol. 29, p. xxx, 1903. 
t Bcedig, AnorcaniuM Ferl1ume, Leipzig, 1901. 
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division and protoplasmic motion, rhythmic contractions, etc., depend 
upon alternating gelations and liquefactions. It is, however, useless 
to discuss such possibilities until more definite proofs of their real ex­
istence have been furnished. Such proofs thus far exist only in regard 
to membranes of precipitation. 

4. THE FORMATION OF SURFACE FILMS AND TRAUBE'S MEMBRANES 

OF PRECIPITATION 

It is a general rule that every free cell is surrounded by a solid film. 
The pseudopodia of many Infusorians could not exist were they entirely 
liquid. Liquid circular cylinders begin to fall apart into droplets as 
soon as their height becomes greater than the periphery of their base. 
The length of the pseudopodia of rhimpods is, however, very often a 
multiple of their circumference. As the inteyjor of the pseudopodia 
shows phenomena of streaming, the solid part of the pseudopodia can 
only be at their surface. Such solid surface films may be exceedingly 
thin, according to Quincke's observations. 

Ramsden has recently shown why masses of protoplasm must form 
solid films at their surface. He had formerly observed that the white 
of a hen's egg can be caused to coagulate by mere mechanical agita­
tion.* The explanation of this fact was subsequently found in the fur· 
ther observation, that without any evaporation at the free surface of 
the protein solutions, solid or extremely viscous films arc formed very 
rapidly. t If such solid particles be removed from the surface, i.e. by 
mechanical agitation, new particles will come to the surface and form 
membranes. This is in harmony with what was stated earlier in regard 
to the gathering of contaminating particles at the surface between two 
media. 

What has been said here with reference to the formation of solid 
films at the surface of free cells, may also hold with regard to the for­
mation of solid films at the surface of nuclei. 

Traube has shown that where two liquid colloids come in con­
tact, solid membranes may be formed. He investigated the mechanism 
of the formation of the membranes of plant cells and was led to the 
conclusion that the formation of these membranes, and the peculiarity 
of the cell to grow, depend upon a simple physical process. Certain 
colloids !onn a precipitate where they come in contact with each other, 
and this precipitate is impermeable for either colloid. The precipitate 
must therefore assume the shape of a thin film, which prevents the 

'" Ramsden,.I#!.fI,i'll fur Ana/omit una Physiologit, Physiolqgisdu Abtn"Jung. p. 517,1894. 
t Ramsden. Zeifsc.4.jilr physik. Clumie, Vol. 47, p. 336, 1904. 
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further action of the two colloids upon each other. He called this film 
the membrane of precipitation.* The following example may be quoted: 
"A solution of a certain gelatine - ,B~gcIatine - was prepared, and a 
drop taken out of this solution with a glass rod. The drop remained 
hanging at the end of the rod, and was exposed to the air for several 
hours; it was then dipped in a 5 per cent solution of tannic acid. In 
about ten minutes a thin iridescent solid film formed at the surface of 
the drop. The f3-gelatine and the tannic acid had formed a membrane 
of precipitation at the common surface, which was impermeable for 
both colloids and thus prevented any further reaction between the two." 
But it is not necessary for the formation of membranes of precipitation 
that two colloids act upon each other. A crystalloid and a colloid may 
form a membrane of precipitation, as is the case when a drop of tannic 
acid is dipped into a neutral solution of lead acetate. Two crystal­
loids can also form such membranes if they only form an amorphous 
precipitate which is impermeable for both crystalloids, e.g. ferrocyanide 
of potassium and ferric cbloride. While these membranes are imper­
meable for certain substances, they are not so for others j and Traube 
recognized the fundamental imporlance of this fact for life phenomena, 
'~The cel] membranet makes a diminutive chemical factory of the con­
tents of this cell by shutting it off from its surroundings, and enables 
each cell to lead a specifically different life from the neighboring cells." 
The substances which can permeate the membranes of precipitation 
vary according to the nature of the latter. All of them allow water to 
pass through; while they do not allow sugar or salts to pass through 
at all or not equally well. Traube pointed out that this semipermea­
bility also explains the mechanism of cell growth. When the drop of 
f3·gelatine (or any other substance used for the experiment) had a 
greater concentration tban the solution into which it was dipped, the 
drop began to grow in size as soon as the membrane of precipitation 
was formed. Traube thus became the originator of the modern theory 
of the growth of cells, which assumes that the growth is caused by the 
cell absorbing water in consequence of its osmotic pressure being higher 
than that of the surrounding solution. 

Traube was inclined to explain the semipermeability of his artifi· 
cial membranes on the basis of the assumption that they possess very 
small pores or interstices which allowed only small molecules, such as 
water, to permeate; while the larger molecules, such as salts, could 
not pass through them. This assumption was no longer tenable after 

• M. Traube~ Reidur!'s und Du Bois Rtymomi's ArcAiv, 1867. GtSammtllt Abhand. 
lungtn. p. 213. Berlin, 1899. 

t We should now say, the surface film of protoplasm. 
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Overton found that the alcohols, even those having large molecules, 
could pass into the cells much more readily than the salts with smaller 
molecules. N ernst had given another theory of semipermeability 
which is generally accepted; namely, that the substances which go 
through the semipermeable walls must first be dissolved in this mem­
brane, and that therefore such substances must be absorbed most 
rapidly by these cells as are most soluble in the cell walls, or surface 
films of the cells. Overton * found that plant and animal cells which 
show the properties of semipermeability are generally most permeable 
for those substances which are most soluble in oil or fat, e.g. alcohol, 
ether, chloroform. He accepts Nernst's theory and draws the conclu­
sion that the cells, or the protoplasm of the cells, are surrounded by a 
film of a fatty substance, such as lecithin or cholesterin, and that these 
substances give protoplasm the quality of semipermeability. 

A similar conclusion had already been drawn by Quincke, who 
had noticed that protoplasm assumes a spherical shape when squeezed 
out of its cell into a watery liquid. This, he said, was only intelligible 
when protoplasm is surrounded by a film of oil or fat. t Quincke also 
pointed out that such films of oil must show the phenomenon of semi­
permeability. 

Hans Meyer and Overton t have noticed independently of each 
other that all narcotics have one property in common; namely, a 
comparatively great solubility in fat, or lipoids like lecithin or choles­
terin. The special importance of this lies in the fact that the narcotic 
effect of a substance increases, on the whole, with the degree of its 
solubility in fat. They are inclined to believe that the chemical nature 
of the narcotic is otherwise of no or only minor importance, as they 
find that chemically inactive bodies may be very powerful narcotics, 
if only their solubility in oil is comparatively high. It seems to me, 
however, that in view of the presence of so many enzymes in our cells, 
substances may be very active in our body, which in the absence of such 
enzymes may appear rather inert. This does not, however, contradict 
the fact that the solubility of narcotics in fat plays a r61e in the absorp­
tion of narcotics. Those cells in our body which are richest in lipoids, 
namely, the ganglionic cells, also feel first the effects of narcotics. 

Meyer and Overton assume that the narcotics, such as alcohol, 
ether, etc., act merely by altering the physical properties of the cells 
in whose lipoids they elissolve. The fact that anresthetics like ether 
;;nd chloroform dissolve fat wa, utilized for an explanation of their 

• Overton, Viwteljahresckrifl de,.. nalurforsCMndtn Gtstllsch. in ZiiricltJ Vol. 44, p. 88, 
1899. (The original \Vas not accessible to me.) 

t Quincke, SitUhipluridl-te tkr On-liner Akademie der WwtnJchafim, p. '791, 1888. 
t Overton. Studlm UMr dit Nn.nou. lena, 1901. 
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physiological action immediately after the discovery of this action. 
At that time the various authors, e.g. von Biehra and Harless, ex­
plained the action of ether and chloroform on the assumption that these 
substances caused the fat to leave the cells by dissolving it. This does 
not seem to harmonize with the fact that a person so soon recovers from 
the effects of a narcosis. Overton showed, moreover, that ciliary cells, 
when narcotized in water by ether or chloroform, may resume their 
activity when brought back into pure water. This would not be pos­
sible if the narcotic effect of ether or chloroform had been due to the 
diffusing of fats from the cell; but the fact that a person can recover 
from the action of narcotics does not prove that their action is a pure1y 
physical one. A person who becomes unconscious from the lack of 
oxygen may also recover, if oxygen is admitted again, soon enough, 
and yet no one would conclude from this that the action of oxygen is 
purely physical. The rapidity of the absorption of narcotics may be 
due to their solubility in oil, and yet the effect they produce may be 
due to something entirely different. 

5. OSMOTIC PRESSURE AND THE EXCHANGE OF L'QUIDS BETWEEN 

THE CELLS AND THE SURROUNDING LIQUID 

The observations of Traube, Quinckc, Ramsden, and Overton 
have given us some hints as to the nature of the surface films which 
surround protoplasm. Their importance lies in the fact that the con­
tents of the cells are chiefly liquid, and that an exchange of dissolved 
substances occurs steadily between these substances and their sur­
roundings. Animal cells are surrounded by a liquid which resembies 
sea water in its constitution, though its osmotic pressure is in land and 
fresh-water animals, and in some matine animals, less than that of 
sea water. The main force for the exchange of dissolved substances 
between the cells and the surrounding solution is the osmotic pressure. 
Inasmuch as the cells take up the salts, proteins, fats, and carbohy­
drates that are dissolved in the blood, we cannot accept Overton's 
view that only water and those substances which are soluble in fat pass 
through the membranes, and that salts generally cannot pass tlirough. 
We hold that the cell walls are not impermeable to salts, and that there 
is only a difference in the rate of diffusion of the various substances, 
many salts diffusing only very slowly into the protoplasm. The con­
sequence is that for short experiments the cells act as if they were im­
permeable for salts and permeable for water only. When cells are 
put into salt or suga-r solutions, whose osmotic pressure is higher than 
that of the liquid of the cells, the cell loses water; and in the case of 
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most plant cells a condition ultimately arises in which the protoplasm 
becomes separated from the cellulose wall, the so~called plasmolysis. 
Nevertheless it cannot be said that plant cells are impermeable for 
salts, inasmuch as the building up of the living matter of the plant 
depends upon the diffusion of certain salts from the soil into the plant, 
e.g. nitrates, phosphates, sulphates, potassium salts, etc. For the 
animal cell this can be demonstrated still more strikingly. The com~ 
mon striped muscle of the heart loses its excitability rather rapidly 
when put into a physiological salt solution to which a certain (but not 
too small) amount of KCI is added; but if the muscle is taken out in 
time and put back into a pure NaCl solution, its excitability returns. 
The velocity with which the inhibiting effect of the potassium salts 
u'pon the irritability occurs, depends upon the concentration of the 
potassium salts in this solution; it is therefore certain that the potas­
sium salts diffuse comparatively rapidly into the muscle and out of it. 
The same can be shown for Na, Ca, and many other, if not all salts. 
When the muscle is put into an isotonic solution of any sodium salt, 
rhythmical contractions bcgjn, and the sooner the higher the concen­
tration of the sodium salts. The same is true for solutions of barium 
salts. The velocity with which the sodium salts produce these twitch~ 
ings varies with the nature of the anion of the salt. If to the solution 
of the sodium salt a small but definite quantity of a calcium salt be 
added, these contractions are suppressed. These facts are only con~ 
ceivable if we assume that muscle cells are permeable for Na, Ca, and 
Ba salts, or ions. They must, however, be permeable for other salts 
also, e.g. Li, Cs, and Rd salts, as they begin to twitch in these solu~ 
tions.* The more toxic salts, e.g. those of the heavy metals, must also 
be able to diffuse into the cells, as otherwise they could not be so 
toxic. 

The salts diffuse more slowly into the muscle than water. If mus­
cles be put into salt solutions of various concentrations, it will be ob~ 
served that during the first hour or hours, the muscle absorbs water 
and swells in hypotonic solutions, while it loses water in hypertonic 
solutions. This phenomenon is, in wide limits, independent of the 
nature of the salt in solution.t If the muscle remains longer in the solu~ 
tion, however, the influence of the osmotic pressure diminishes, and the 
specific effects of the salt appear. I found that in a 0.7 per cent solu~ 
tion of NaCI, or an equivalent solution of NaBr or NaI, a muscle does 
not materially change its weight during eighteen hours. If there is 

• Loeb, Ftmcirlft for Proftlsor Fiv:k, 1&)9. PflUger's Arc!:iv, Vol. 91, p. 248. 1902-
See also the numerous papers of Ringer in this field of investigation. 
2.» p~ ~7~b:~~~r~41't'hi'V, Vol. 6<), p. I, 1897j ~nd E. Cooke. Jowr. of Physiology, V'O}.. 
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an increase in weight, as a rule, it does not exceed 7 per cent of the 
initial weight of the muscle. In the corresponding equimolecular 
solutions of potassium salts, the muscle increases its weight in the 
same time 40 per cent or morc, while in an cquimolecular solution 
of CaCI2 , it may lose water, sometimes as much as 20 per cent.* In all 
these solutions the weight of the muscle changed but immaterially 
during the first hour. These facts become intelligible on the assump­
tion that the salts diffuse into the muscle, although with less rapidity 
than the water. As far as the specific action of K, Na, and Ca salts 
upon the absorption of water by the muscle is concerned, it is some­
what analogous to the behavior of various soaps. Potassium soaps are 
extremely hygroscopic, and absorb water in such quantities as to make 
them liquid, while calcium soaps absorb but little water; and sodium 
soaps occupy a position between these two. Soaps contain water in 
a form in which it can be squeezed out by a slight pressure. The same 
is also true for some, perhaps most of the water absorbed by muscles, 
and this holds also, according to Van Bemmelen and Hardy, for the 
water which is contained in irreversible gels, such as coagulated white 
of egg or a gel of silicic acid. Such gels evidently contain the water 
in capillary spaces. Evidently the Na-, K-, Ca-ions ultimately bring 
about a coagulation in the muscles; but the structure and size 0r other 
physical properties of the interstices in the coagulated material change 
with the nature of the metal which brings about the coagulation. This 
is further corroborated by putting the muscle into solutions of a salt, 
e.g. NaCI, of various concentrations. During the first hour or so the 
volume of the muscle changes, as one would expect if the muscle were 
permeable for water, but impermeable or little permeable for sarIs; 
but after a longer period a paradoxical result is obtained. In solutions 
of higher osmotic pressure than the muscle, the latter increases in 
volume and weight, and within certain limits, the more so the higher 
the concentration of the solution, as the following table shows:-

CONQl:NrKAT[ON OF THE NACL SOLUTION 1Nli:::: 1~ ~:IC~TO~:rI~CO:RI~~N~~~~~Ult 
1.05% + 0.7% 
]4% + ~7% 
1.75% + 13% 
2.1% + 17.7% 
2.45% + 19% 
2.8% +23.8% 

This experiment might at first suggest that the osmotic pressure is not 
the force active in this case; but this is not true. The osmotic pressure 

• :toeb, Pfluger's Arthiv, Vol. 75. p. 303, 1899. (A dead muscle absorbs no water in 
a phYSIological salt solution. thus showing that the above-mentioned effects of K or Ca can. 
Qot be attributed merely to the death of the IUuscle.) 
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is the active force, but through the slow but gradual entrance of 
NaCI into the muscle, and possibly the loss of water and salts, on 
the part of the muscle, new conditions for the absorption of water 
are created which correspond with Van Bemmelen's observations on 
gels. 

If a little acid be added to a 0.7 per cent solution of NaCI (which 
is about isosmotic with the gastrocnemius of a frog), the gastrocnemius 
will absorb considerable quantities of water from such a solution. The 
quantity of water absorbed increases with the quantity of acid used. 
For inorganic acids it can be shown that the effect is chiefly determined 
by the hydrogen· ions, and not by the anions. Organic acids, however, 
act considerably stronger than should be expected, if the effect were 
purely due to the free hydrogen-ions.* The cause of this anomaly is 
not yet known. If, however, acids are added to a hypertonic solution 
of N aCl, the effect is the reverse; the acid diminishes the amount of 
water absorbed by the muscle. t Alkalis increase the absorption of 
water under all circumstances. In these cases the acids and alkalis 
act probably through their combination with the proteids, whereby 
the conditions for the absorption and giving off of water are changed. 
It is therefore obvious that other forces than the mere osmotic pressure 
playa rMe in the absorption of liquids by tissues. 

The same seems to be true for the reverse process; namely, 
the secretion of liquids from the cells. In these cases work is often 
done against the osmotic potential. It is evident that another force 
must be at work besides the mere osmotic pressure. The fact discov­
ered by MacCallum, that the same salts which increase the peristaltic 
motion of the intestine also increase the secretory action of the glands 
of the intestine,t seems to indicate that this force may be of the nature 
of the contractile forces. The same salts which increase the secretion of 
liquid from the blood into the intestine also increase the secretory 
action of the kidneys. 

Hober § has recently called attention to another possibility. Ham­
burger had found that acids, e.g. CO" increased the permeability of red 
blood corpuscles for certain anions. Hober has shown that such an 
increased permeability for anions must lead to a difference of potential 
between the inner and outer surface of the semipermeable elements, 
the inner surface assuming a positive cbarge. It is possible that sucb 
differences of potential, in case they lead to an electric current, may 

f Loeb, PflJiKn's AtdifJ, Vol. 69, p. I, 'B97; Vol. 71, p. 457, ,898. 

1 r~~' ir~~:'f'g~~e~~:y 7g; ~J~~~~~PublicationsJ Vol. I, p. S, 1903; and pp. 

81 a§d;.2iio~~·PjI~~~;,~!i~J.0!~~~~ ~~I904-
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bring about a cataphoresis of the water or the particles dissolved in it, 
into or out of the cell. 

But in view of the observations of MacCallum I am more inclined 
to believe that contractile phenomena inside the cell furnish at 
least part of the energy of secretion and absorption in those cases 
where the osmotic forces alone cannot explain these phenomena. To 
illustrate what possible form these forces may assume, I may point 
out the rhythmical squeezing out of the liquid contents of the 
vacuole in Infusorians. Here the work of secretion is obviously 
done by protoplasmic contraction, and not by osmotic pressure. It 
is quite possible that, mutatis mutandis, something similar may occur 
in all cells, although this is only a surmise. 

6. FURTHER LIMITATIONS OF TRAUBE'S THEORY OF SEMIPERMEABILITY 

Traube's idea that all living cells are surrounded by a membrane 
which is absolutely permeable for water, does not seem correct for a 
number of marine animals. Fundulus heteroclitus, a marine fish, 
lives and develops exclusively in sea-water, i.e. in a solution whose 
osmotic pressure is, roughly estimated, like that of a half-grammoletular 

(~) solution of NaCl. I have found that this fIsh as well as its eggs 

can be put permanently into distilled water without the least injury. 
No swelling of the eggs or the tissues occurs under these conditions.* 
It may also be put into sea water whose osmotic pressure has been 
increased by the addition of a certain percentage of NaCI without 
perceptible shrinkage. This shows that water does not diffuse rapidly 
through the skin of the animal or the membrane of the egg. It cannot 
be stated, however, that it does not diffuse at all, since it is possible 
that a slight diffusion of water into the cells may be compensated by 
an increased secretion of water from the cells. In addition, the egg and 
animal must be but slighly permeable for salts, as otherwise the salts 
would diffuse from the blood and the tissues of the animal into the 
distilled water, and this would cause the death of the animal. The 
skin and the egg cannot be said to be absolutely impermeable, since gases 
like ° and CO, diffuse into the eggs, and since the latter rapidly dry 
out and die when taken out of the water and exposed to dry air. More­
over, K and other toxic salts are able to diffuse slowly into the egg, as 
can be shown by the fact that if potassium salts are added to sea water, 
the heart of the embryo soon stops beating . 

., L>eb, Pjfiigd"l A;chiv, Vol. 55. p. SJO, 1893- Am. /OW'. Pllysiolqgy. Vol. 3. pp. 
327 and 383. 1900 j and Vol. 6, p. 411, 1902. 
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The behavior of Fundulus to distilled water is not the rule for 
marine animals, as most of them when subjected to it die rapidly. I have 
recently made a series of experiments with a marine Crustacean Gam­
marus, of the Bay of San Francisco.* The osmotic pressure of the 
sea-water of the bay varies at different times of the year between that 

of about an '!: and a ! m NaCI solution. When Gammarus is brought 
4 

suddenly from bay water into distilled water, its respiratory motlOns 
stop, as a rule, in about half an hour. This standstill becomes per­
manent, unless they are put back into sea water within a short time 
(about ten minutes). If, however, Gammarus be put into a cane 

sugar, dextrose, or lactose solution of any concentration from ~ to 

1 m upward, they die just as rapidly, if not more so, than in distilled 
water. The same is true when the animals are put into a pure NaCl 
solution isosmotic with the sea water. They die still more rapidly 
when put into distilled water, to which all the other salts found in the 
sea water are added, with the exception of N aCl, and in the concentra­
tion in which those salts occur in sea water. If they are put, however, 
into a solution of NaCl, KCI, and CaCI" in that proportion in which 
these salts occur in the sea water, the animals may live as long as forty­
eight hours; and if some MgCI, is added to this solution, the animals 
may live as long as in sea water. If we prepare solutions composed 
of only two of the salts contained in the sea water; namely, NaCI + KCI, 
or NaCI + CaCI" or NaCI + MgCl" the Gammarus lives only a few 
hours. These experiments prove that the medium surrounding the 
Gammarus must not only have a definite osmotic pressure, but that 
this pressure must be supplied by specific salts. Perhaps the follow­
ing data may explain, in part at least, why this lack of specific salts 
leads to the death of the animal. 

·7. THE ANTAGONISTIC EFFECTS OF SALTS 

When the eggs of Fundulus are put immediately after fertilization 
into a pure solution of NaCl, whose concentration roughly equals that 

in which this salt is contained in the ocean, '!:, or £ m, no egg is 
2 

able to form >an embryo. The eggs begin to segment and may go 
as far as the 64-cell stage, but after this they die. But if to the 
NaG solution a "", .. n but definite amount of a bivlllent metal (with 
the exception of the most poisonous ones, like Hg), is added, just as 

• Loeb, lJIii{'rs Arm;., Vol. 97, p. 3% 1903; Vol. 101, p. 340, ,_ 



GENERAL PHYSICAL CONSTITUTION OF LIVING MATTER 47 

many eggs form embryos as in normal sea water.* It is a striking 
fact that not only the salts of such bivalent metals which occur in the 
sea water or the body, e.g. Ca and Mg, render the pure NaCI solution 
harmless; but also such salts as do not occur in the body, or are posi­
tive]y poisonous, e.g. Sr, Ba, Co, Zn, Ph, and others. An example will 
illustrate these antagonistk effects between the salts of the univalent and 
bivalent metals. 

NATURE OF THE SOLUTION 

100 C.C. f m NaCl 

10{) C.C. t m NaCl + ! c.c. i{ CaSO .. 

]00 C.C. i-?It NaCl + I C.C. i:i- CaSO., 

100 c.c. 1- m NaCl + 2 c,c. ~ CaSO .. 

100 c.c. i m NaCl + 4 c.c. ~ CaSO" 

100 C.C. -i m NaCI + 8 c.c. ~ CaSO .. 

PERCENTAGE OF THlt FUNDULUS EGGS 
WHICH "fORM AN EMBRYO IN TillS 
SOLU'l'ION 

3% 

75% 

It is remarkable how small a quantity of calcium suffices to render 
the N aCI solution harmless. The anion has nothing to do with this 
effect of the calcium salt, as the result remained the same when any 
other soluble calcium salt was used, e.g. Ca(NO,), or CaCl,. The 
results also remained the same when in the place of the Ca salts, Sr, Ba, 
Co, Zn, or Pb salts were used, and even the quantities of the salt required 
to make the NaCI solution harmless were about the same for all the 
salts. I think it is one of the most striking facts known in toxicology 
that a pure solution of NaCI of that concentration in which this animal 
lives is poisonous, while this solution can be rendered less harmful or 
harmless by adding so poisonous a substance as Ba, Co, Zn, Pb, etc. 

lf the eggs of Fundulus are raised in a solution of a salt with another 
univalent cation than Na, e.g. K, Li, or NH" we find that beginning with 
a certain concentration a solution of each of these salts becomes a poison 
for the eggs of Fundulus, that is to say, does not allow any egg to form 
an embryo. If, at that concentration of one of these salts, a small but 
definite amount of a salt with a bivalent cation is added, the eggs form 
embryos and they are able to develop. Trivalent cations, like Al and 
Cr, were also able to render the toxic concentrations of salts with a 
univalent metal less harmful. The antitoxic effect of a tetravalent 
cation, Th, however, was found to be only slight . 

• Loeb, Pjiugo-'s Ardliv, Vol. 88, p.68, :901. Am. jour. Physiology. Vol. 3. p. 3271 
1900; Vol. 6, p. 411, 1902. Loeb undGies. FJlii.ger'sArdl.iv, Vol. 93. p. 246,1902. Loeb. 
PjJiig~r's Archiv, Vol. 107, p. 252. 1905. 
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While a small quantity of a salt with a bivalent metal thus suffices 
to render a solution of a salt with a univalent cation harmless, it was 
found that it was not possible to produce similar antitoxic effects through 
the addition of a salt with an anion of higher valency. If sodium sulphate, 

sodium citrate, etc., was added to a 111 NaCl solution, the latter continued 
2 

to remain toxic for the Fundulus egg. 
It is remarkable that not only the solutions of a salt with a univalent 

cation, like NaCl, can be rendered harmless by a salt with a bivalent 
cation, e.g. ZnS04 ) but that also the reverse is true; namely, that a 
toxic solution of ZnSO, can be rendered harmless by a solution of 
NaCI, provided the concentration of the ZnSO, is not too high. In 
100 C.C. of aim NaCl solution no Fundulus egg forms an embryo. 

When from 2 to 8 C.c. ~ solution of ZnSO, are added to this NaCl 

solution, just as many eggs form' embryos as in sea water or distilled 

water. If, however, from 4 to 8 C.c. of a ~ ZnSO, solution are added 

to 100 C.C. distilled water, not a single egg is able to form an embryo, 
although in pure distilled water these eggs live and develop as well as 
in sea water. The Zn-ions are therefore not only able to prevent the 
toxic effects of a pure NaCl solution, but the NaCl of this solution also 
prevents, in this case, the toxic effects of the Zn-ions. 

The quantitative relations are of some interest. About 4 C.c. ~ 
• solution of a salt with a bivalent metal are required to render roo c.c. 

of aim NaCI solution harmless. We may therefore say that for this 
concentration of N aCI one ion of the bivalent metal suffices to render 
1000 molecules of the salt with the univalent metal harmless. When a 

NaCI solution of a lower concentration, namely, i m or ~ is used, 
2 • 

Jess salt with a bivalent metal is required for the antitoxic effect than in 
the case of a 'i m solution. If we use a NaCI solution with a concen· 

tration of or below 111, it is no longer harmful for the eggs of Fundulus. 
4 

If we use stronger solutions than i- tn, we soon reach a limit where the 
addition of a salt with a bivalent metal no longer renders the solution 
harmless. It is possible that, at this liinit, the loss of water on the 
part of the egg acts harmfully, and this effect, of course, cannot be 
ant1!gonized 'by t:he;'iiddition of another salt. If we try to determine 
how much NaClls needed in order to render a solution of ZnSO, harm­
less, we find that a comparatively large amount of NaCI is required for 

'4 
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this purpose. In order to prevent the poisonous effect of a !".. ZnSO. 
400 

solution, so much NaCI had to be added that the concentration of the 

NaCI in the solution was about ';t About 50 molecules of NaCI were 

therefore required to render one molecule of ZnSO. harmless. The fact 
that the antitoxic effects of the salts with bivalent cations are so much 
greater than those of the salts with univalent cations is possibly respon­
sible for the fact that I did not succeed in rendering a ~ m N aCI solution 
harmless through the addition of a salt with a univalent cation. The 
concentration of the solution would become so high that this might be 
sufficient to kill the eggs. The salts of certain metals are especially 
toxic, it being impossible to use those like Cu or"Hg for antitoxic effects, 
as they cause coagulation of the contents of the egg in smaller concen­
trations than are required for the antitoxic effects of such a solution. 

The development of the egg of Fundulus requires at summer tem­
perature from about twelve to twenty-four days. If we use a Ca salt 

to render a '!' or g. m NaCI solution harmless, an embryo can be formed, 
2 

and it may hatch, but w.ill then die; H, however, a Zn or Ba salt be used 
for this purpose, an embryo is formed, and it may develop for a number 
of days quite normally; bu~ it dies before its development is complete. 
If we allow the egg to complete its development in distilled water or 
sea water, and put the larva, after it has hatched, into a mixture of 

roo c.c. '!' N aCI, and a small amount of a Ba, or Co, or Zn salt, the 
2 . 

embryo dies even more quickly than if put into the pure NaCI solution. 
These facts indicate that for this fish the ZnSO. remains toxic even 

in the presence of the NaCI, and that these two salts are only antago­
nistic as long as the fish is surrounded by the egg membrane. This sug­
gests the idea that the antagonism between these two salts is due only to 
the fact that they retard each other's rapidity of diffusion into the egg.* 

If the egg is put immediately after feltilization into a ~ NaCI solution, 
. 2 

very soon so much NaCI diffuses into the egg that it poisons the fish. 
The same is true if a small amount of ZnSO. is put into distilled water. 
But if both salts are put together into the distilled water, neither the 
NaCI nor the ZnSO. can diffuse as rapidly into the egg, and the germ 
lives long enough to form an embryo. In a few days, however, death 
occurs, showing that the diffusion of the ZnSO, was not prevented, 
but only retarded. Another fact corroborates the idea that it is only 

.. Loeb, Pflilg~s Arc".iv. Vol. 107. p. 252, 1905· 
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the rate of diffusion of salts through the membrane which is retarded in 

this case. A pure N aCl of the concentration ": or § m only prevents 
2 

the formation of an embryo when the egg is put into the solution imme­
diately after fertilization. If, however, the egg is put for the first twenty­
four hours after fertilization into normal sea water and then into the pure 

NaCl solution of the above-mentioned concentration, the'!!!: or i m 
2 

N aCI solution is not so toxic. In all probability the membrane of the 
egg or the cells becomes morc hardened or less permeable during the 
first twenty-four hours. 

The antagonistic effects between two salts with a bivalent cation 
are not so general, yet I found that t C.c. of a 1''0 m SrCI, solution 
diminished somewhat the toxicity of a 1. m solution of MgCl.. 

While in the case of the membrane of the newly laid Fundulus egg, 
the addition of a trace of a salt with a bivalent cation sufficed to anm­
hnate or diminjsh the toxic effect of a pure NaCI solution, we never 
find such simple relations for the Fundulus after it is hatched or for 
any living cell that is exposed directly to the solution without the inter­
ference of a dead mcmbrane, like the one which surrounds the fish egg. 
For such directly exposed liying tissues or animals, it is a rule that a 
pure N aCI solution of sufficient concentration requires, besides the 
CaCI" a trace of KCI, in order to become harmless, as was shown in the 
above-mentioned case of marine Gammarus. Besides, it is not possible 
to substitute in that case for the Ca any bivalent cation; only Sr can 
serve as a substitute for Ca in these cases. These limitations become 
intelligible on the assumption that the surrounding salts diffuse slowly 
into the cells. As long as this diffusion is so slow that the secretory 
activity of the cells or glands of an animal may remove them as fast as 
they enter, Ih, cell or the animal may live in such a solution. I consider 

this the reason why a Fundulus may live in a ~ NaCl solution, while it 

cannot live in a 111. NaCl solution. A second condition for the main-
2 

tenance of life is, according to this hypothesis, the continuation of the 
action of the secretory mechanism. If the latter depends on the con­
tractile power of the protoplasm, as I believe it does, we can understand 
that, in order to Jllil,ke a NaCl solution harmless, not only Ca hut also 
K are required. We shall see in a later lecture that apparently Na, 
Ca, and K are required for the contractile phenomena of protoplasm. 

Hoher and GoMon * have pointed out the existence of an antago­
• lUSher und Gordon, HfJ.fouis/ff.t B~i&iict flU" dumiJdz.tlf Physiologi4 II"" Pathol~i.t, 

Vol. 5. p. 432, 190+ 
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nism between the precipitating effects of salts of univalent and bivalent 
metals, which Linder and Picton had already found. If arsenic sulphide 
is precipitated with a mixture of two salts with a univalent cation, or 
of two salts with a bivalent cation, the effects of the two salts are added 
to each other. If a mixture of a salt ,,,jth a univalent cation and a salt 
with a bivalent cation is used, however, for the precipitation, the result 
js an inhibition instead of a summation of the ellects. Rober and 
Gordon have repeated and confirmed this observation. In addition, they 
have found that, just as in my own experiments, the valency of the 
anion plays no role. I am not able to state whether this explains the 
observations made on Fundulus. 

It is rather remarkable that many authors have found distilled water 
to be poisonous for fresh-water animals. Locke showed that some 
authors had been deceived by the fact that their distilled water contained 
traces of copper salts, owing to the fact that the water had been distilled 
in copper vessels. But Bullot* found that for fresh-water Gammarus 
distilled water is toxic even if distilled with all necessary precautions in 
Jena glass or quartz or platinum vessels, and if care is taken that it is 
free from ammonia. He found that if a trace of KaCI is added to the 
distilled water (so that the concentration of the latter was 0.0:1008 N) 
fresh-water Gammarus could live indefiniteiy in the distilled water. 
The presence of a trace of NaCI in the distilled water possibly preserves 
the membrane better, or maintains better the secretory activity of the 
cells so that the animal can be freed from the excess of water which 
diffuses into it. 

Dr. Wolfgang Ostwaldt investigated the duration of life of the same 
fresh-water Gammarus in solutions of higher concentration. He 
found that these animals live longer in a mixture of one hundred mole­
cules NaCl, two molecules KCI, and two molecules CaCl" than in a 
pure sugar or NaCl solution of the same concentration. This is in 
harmony with the assumption that the absorption as well as the secretive 
action of the cells requires the presence of Na, Ca, and K in definite 
proportions, as we shall see more fully later. 

In connection with these experiments I made an observation which 
possibly may become of some use in the study of the phenomena of adap­
tation. When marine Gammarus is put into sea water, which has been 
diluted with various quantities of distilled water, one notices that, with 
increasing dilution of the sea water, the duration of life of the Gammarus 
at first diminishes but little; that, however, at a certain degree of dilu­
tion (about ten times that of the normal sea water) the duration of life 

• Bullot, University of California Publications, Pflysio/ogy, Vol. I, p. 199, 1904-
t W. Ostwald, PflUger's Arckiv, Vol. 106, p. 568, 1905. 
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decreases quite suddenly. It is obvious that the discontinuity in the 
curve of duration of life means that here a new condition, or a group 
of new conditions, enters which before that time were not noticeable. 
What are these conditions? Experiments which I· have recently made 
on tbe eggs of sea urchins showed that up to a certain degree the 
dilution of the sea water with fresh water killed the eggs only slowly, 
but that beyond a certain degree of dilution death was rather sudden. 
This sudden death was due to a process of cytolysis in which the eggs 
were transformed into a shadows." I am inclined to believe that some­
thing similar occurs in certrun cells of marine Gammarus and of marine 
animals in general, when the dilution of the sea water falls below a 
certain limit. 

This idea receives some support from the fact that Wolfgang Ostwald 
found that a rise in the concentration of the sea water above a certain 
limit also caused a sudden decline in the vitality curve of fresh-water 
Gammarus. If the concentration of the Sea water be raised above a 
certain point, the eggs of the sea urchin also undergo cytolysis. * 

• Loeb, Pjlug~l"'S Arcki'lJ, Vol. 103, p. 257. 1904. 



LECTURE IV 

ON SOME PHYSICAL MANIFESTATIONS OF LIFE 

1. HYPOTHESES OF MUSCULAR CONTRACTION 

THE phenomena which allow us to discriminate between dead and 
living matter are physical processes, e.g. in higher animals, the contraction 
of the heart, the respiratory and other muscular motions. If the chemi· 
cal processes in living matter and the physical changes they bring about 
in the colloids were entirely known, the physical manifestations of life 
would also be clear to us. The periodic character of many of the mani­
festations of life suggests the idea that these processes occur in several 
phases which are probably connected, partially at least, in a catenary 
way, so that the preceding process has effects which cause the subse­
quent phase of the process. 

These catenary mechanisms are for the most part still unknown. 
Inasmuch as the number of possible changes in the condition of colloids 
seems limited, the impression might be gathered that by a guess the 
whole secret of the physical manifestations of life might be unraveled. 
Such surmises find their way occasionally into print. As a rule, those 
who are familiar with the specific case for which the guess is made are 
not helped by it. It is not worth while to devote any time to the point­
ing out of the futility if not open absurdity of most of these attempts. 

The origin of animal heat from chemical energy offers no further 
mystery. We know that a kilo of sugar yields about four thousand 
calories of heat, if burned in the laboratory, and that it gives the same 
heat if oxidized in the body. In our modem theory of nutrition, the 
heat value of the various kinds of food is justly used as the basis for 
the calculation of their nutritive value. The times are gone when physi­
cians and biologists dared to raise the objection - as they did against 
Robert Mayer - that our body inherits its heat. . 

As far as the transformation of chemical energy into mechanical 
energy in the muscle is concerned, Robert Mayer and Helmholtz con­
sidered the muscle as a thermodynamical machine. They assumed 
that in the muscle the heat produced by chemical processes is partly 

53 
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transformed into mechanical energy; but they refrained from stating 
how this transformation occurs. Engelmann tried to fill this gap.* 
Striped muscle consists of alternating stripes of optically isotropic and 
anisotropic substance. Engelmann observed that in the contraction 
of the muscle the anisotropic substance increases in volume, while the 
isotropic substance decreases. As the total volume of the muscle does 
not change during the contraction, Engelmann concluded that part 
of the liquid of the isotropic substance diffused into the anisotropic 
during contraction. He showed by experiments on violin strings 
(made of catgut) that such a process of absorption can be produced by 
heaL The violin strings show the same double refraction as the aniso­
tropic stripes in the muscle. When a violin string is suspended in 
water, and the latter suddenly heated, the string contracts, and is able 
to lift a weight in this contraction. This shortening of the string is 
caused by an absorption of water by the string; and this imbibition is 
caused by the increase in temperature. Like the contracting muscle, 
the violin string, in this case, becomes shorter and thicker. The process 
is reversible as the string elongates again upon cooling. 

In the case of the muscle, Engelmann assumes that through the 
stimulus which causes muscular contraction, heat is produced (through 
the oxidation of carbohydrates); and that the increase in temperature 
causes the anisotropic substance to absorb water from the isotropic 
substance. This causes the change of form in the muscle - the thicken­
ing and shortening - by which it is able (0 lift a weight. 

For such a shortening of the violin string through heating, an increase 
of about 10° in the temperature of the water is necessary, while 
the temperature of a frog'S muscle during a single contraction increases 
only by O.ooIo. Engelmann points out, however, that the increase in 
the temperature of the whole muscle does not indicate the rise in tem­
perature in individual spots in the muscle, which may be considerably 
higher. The foci of combustion heat the whole mass of the muscle, 
and we measure only the latter increase of temperature, which may 
of course be quite small. Provided we grant this, it is necessary to 
assume that the heat is sufficiently rapidly dissipated by conduction to 
allow the rapid succession of relaxation and contraction of the muscle 
in tetanus. We know that the muscles can contract and relax many 
times a second, e.g. the muscles of the wings of insects contract and 
r'>lax more than 'f hundred times a second. I do not believe that the 
process of dissipation of heat in liquids is rapid enough to make Engel­
mann's hypothesis probable, or even possible. It is, however, conceiv­
able that with £l'it;light modification his hypothesis may be rendered free 

• Enge)mann, Ueber den Ursprung tin- MUJJulirajt, Leipzig, 1893. 
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from objections such as we have mentioned; namely, by assuming 
that chemical, not thermal conditions determine the absorbtion of fluid 
by the anisotropic substance. The action of the nenre upon the muscle 
might consist in facilitating a chemical change which increases the 
absorption of water by the anisotropic substance of the muscle. 

2. QUINCKE'S THEORY OF PROTOPLASMIC MOTION 

The thermodynamic conception of muscular contraction has been 
abandoned by many authors, and the surface energy has been con­
sidered in its stead as the cause of muscular contraction and work. 
D'Arsonval, Irnbert, and more recently Bernstein, have tried to offer a 
hypothesis of this kind. We shall understand these hypotheses better 
if we first consider Quinckc's theory of protoplasmic motion.* 

""hen a drop of oil is put on the surface of water which is in contact 
with air, the oil spreads in an extremely thin layer at the limit between 
water and air. This process continues until a film of oil exists between 
water and air. The conditions for the spreading of the oil on the sur· 
face of the water are as follows: 
the particle of oil 0 at the left end 
of the oil drop (Fig. 7) is under the 
influence of three surface tensions 
which pull at it in three different 
directions, OA, OB, and OC, and 
with different force. One is the 
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C 

FIG. 7. 

surface tension between air and water, which tends to pull the 
particle from 0 in the direction ~A. The second is the surface 
tension OB at the limit of oil and air, which tends to pull the 
particle 0 in the direction of the tangent OB from O. The third 
force is the surface tension at the limit of oil and water, which tends 
to pull the particle in the direction of the tangent OC from O. The 
surface tension at the limit of water and air is greater than the sum of 
the surface tensions at the limit between oil and air, and oil and water. 
The surface tension between air and water is 8.25 mg., between oil and 
air 3.76 mg., and between oil and water 2.73 mg. The particle 0 will 
therefore be pulled toward the left; and the same will happen with the 
next particle of oil, until the surface water air is substituted by the 
surface oil air. 

These phenomena of spreading are accompanied by motions in the 
neighboring particles of liquid. If oil spreads at the surface of water, 

• Quincke, Smungt6tricnlt atr Bulintr Aluu/tmit cln' WissmscA., p. '191, 1888. 
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the moving oil will, through friction, set the adjoining particles of water 
also in motion. The superfIcial layers of water, therefore, will move 
away from the center of spreading, and water will move toward the 
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center from the interior, and 
from below. The arrows in 
Fig. 8 represent the currents 
in the water caused by the 
spreading of the oil. 

Quincke holds that such 
phenomena of spreading are 
the cause of all protoplasmic 

streaming. Such a streaming occurs constantly in the cells of Chara 
or Nitelta. Quincke gives the following explanation for this process: 
all protoplasm contains oil or fat, and the surface layer of each cell 
must, therefore, be surrounded by a film of oil or fat. The oil will 
form through hydrolysis traces of fatty acid. The protoplasm contains 
substances which form soaps with the fatty acid. A soap solution 
must spread at the limit between oil and water, as the surfac~ tension 
between oil and water is greater than the sums of surface tension 
between oil and soap solution, and between water and soap solution 
(which is zero). When the soap solution spreads, it must pull with it 
the adjacent particles of protoplasm. In this phenomenon of spreading, 
new particles of the surface of oil come in contact with protoplasm, 
new soap is formed, and the process is repeated. These phenomena 
of spreading, which constantly repeat themselves, furnish the energy 
for the constant streaming of protoplasm. The protoplasmic sireaming 
occurs in the case of Chara or Nitella in one direction only. Quincke 
believes that this is due to an asymmetry in the structure of the cell, 
which renders the resistance to the streaming greater in one direction 
than in the ?pposite direction. Hence, the streaming occurs in one 
direction only; namely, that of least resistance. 

.r"..'/ !\ \" \. 
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FIG. 8. 

The motion of an Amreba can be imitated by bringing a drop of 
olive oil whicb contains a trace of fatty acid upon a one half to two 
per cent solution of Na,CO,. The oil, in this case, forms at its surface a 
film of solid soap. As soon as this dissolves at one spot, soap solution 
must spread at the surface of water and oil, and the moving soap solution 
must set also the neighboring layer of oil into motion. In the oil drop, 
therefore, tloG mo..ements must occur, one at tbe periphery, which is 
directed away from, and one in the center, which is directed toward, 
the center of spreading. Tbe arrows in Fig. 9 indicate these streams. 
The particles t1i11t flow from the interior toward the periphery produce 
a bulging out, and this is the analogue of the formation of a pseudo-
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podium. According to Berthold, * the phenomena of streaming in 
the interior of an Amceba in the process of the formation of a pseudo­
podium are such as to agree with the ideas of Quincke. Biitschli 
has come to the same conclusion. It 
seems to me, however, that if it is 
true that the Amceba is covered with 
a solid surface film, one condition for 
the formation of a pseudopodium must 
be a local liquefaction of protoplasm. 
In consequence of such a liquefaction, 
new protoplasm must flow Qut, which, 
subsequently, will form a new solid 
film at its surface. This may again 
be liquefied, and a new streaming may 
occur, etc. Such liquefactions can be 
caused by lack of oxygen, as we saw 
in a previous lecture; but they may 
also be caused by other chemical 

FIG. 9.-AFfER BUrsCHLI. 

changes. I am inclined to believe that phenomena of liquefaction play 
at least some role in these processes of protoplasmic motion. 

Imbertt published several years ago a hypothesis concerning the 
contraction of smooth muscle fibers, which assumes that the "stimulus" 
which causes the contraction of smooth muscles produces an increase 
in the surface tension between the longitudinal fibrils and the surround­
ing liquid of the muscle cell. These fibrils are long and thin cylinders; 
every increase in surface tension must have a tendency to make these 
fibrils more spherical, i.e. thicker and shorter. Such a change of form 
occurs indeed during contraction, but it is difficult to understand why 
the fibrils do not assume this form under the influence of surface tension 
alone, without stimulation. To meet this difficulty, Imbert assumes 
that smooth muscle fibers cannot contract unless they are stretched 
passively. He presupposes that their arrangement in the body is such 
that this prerequisite is generally fulfilled. 

Bernstein has tried to explain away some of the weak spots in _ this 
hypothesis.t The surface energy at the limit between two media is 
equal to the product of surface tension into the surface. The work 
which surface tension can do is measured by the product of the decrease 
in surface, times the surface tension. From this it follows that the sur­
face energy can do considerable work only, when the decrease in surface 

• Berthold, Studim iibtr die ProtoplasmamechaniR, Leipzig, 1886. 
t Imbert, Archives de pltysiol., 5th series, Vol. 9, p. 289, 1897· 
t Bernstei~ Fylulf"'s Arckiv, VoL 8S, p. 271, 1901, 
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is large. From this Bernstein justly argues that Imbert's assumption 
is incorrect, inasmuch as the area required for the work the muscle 
really does, must be much larger than that between the fibrils and the 
neighboring liquid. Bernstein therefore assumes that the .fibril consists 
of a row of quite small ellipsoids, whose long axis is in the direction of 
the fibrils, and whose form is determined by elastic forces. An increase 
in the surface tension must make these ellipsoid clements more spherical, 
and thus the fibril becomes shorter and thicker. 

How can the nerve impulse or an artificial stimulation of the muscle 
increase the surface tension? There arc several possibilities. Sub­
stances might be formed in this case which increase the surface tension 
at the limit between Bernstein's hypothetical ellipsoids and the surround­
ing liquid. Another possibility might be that, through the process of 
innervation or stimulation, an existing difference of electrical potential 
between the ellipsoids and the surrounding liquid might be diminished. 
D'Arsonval explains the efficiency of electrical stimuli in this way.* 
Hermann lIas offered another hypothesis; namely, that the contrac­
tion is a process of coagulation, and the relaxation) a process .of lique­
faction. t He was led to this idea by the fact that the change in form 
which the muscle undergoes in the case of rigor mortis is similar to 
that in contraction, and that moreover a number of other features are 
common to both. Although all these hypotheses concerning muscular 
contraction have been known for a number of years, none has led to a 
new discovery. The reason lies possibly in the fact that one or more 
links in the catenary series of processes which underlie muscular con­
traction have been ignored in these hypotheses. It is well known that 
a muscle gains in mass through contractions, and that it undergoes 
atrophy when it remains at rest. This fact indicates, in my opinion, 
'"Cry clearly that phenomena or reactions which directly or indirectly 
lead to growth form a part in the process of muscular contraction. 
I consider it quite possible that no hypothesis concerning muscular 
contraction will prove fertile until this relation between activity and 
growth of the muscle is recognized. 

3. CONCERNING THE THEORY OF CELL DIVISION 

Were scientists with a purely physical training to be asked to give a 
hYiJothesis concerniitg cell division, I believe that their hypothesis would 
not take into consideration the phenomena of growth. Nevertheless, 
these phenomena,i,onn an obvious link in the catenary series of processes 

• D'Anonval, Archives de physiol., 5th series, Vol. I, p. 460, 1889. 
t Hermann, HandDuck tier P/tysioIQg£e, Vol. 1, Part I, p. 332. 
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which result in the division of the nucleus and the cell. It had been 
tacitly recognized by botanists that the growth of a cell precedes its 
division and is possibly the cause of the division. The botanist J. Sachs 
was the first to definitely state that in each species the ultimate size of 
a cell is a constant for each organ, and that two individuals of the same 
species but of different size differ in regard to the number, but not in 
regard to the size of their cells.* Amelung, a pupil of Sachs, determined 
the correctness of Sachs's theory by actual counts. Sachs, in addition, 
recognized that wherever there were large masses of protoplasm, e.g. 
in Siphonere and other creloblasts, many nuclei were scattered throughout 
the protoplasm. He inferred from this that "each nucleus is only 
able to gather around itself and control a limited mass of protoplasm." t 
He points out that in the case of the animal egg the reserve material 
- fat granules, proteins, and carbohydrates - are partly transformed 
into the chromatin substances of the nuclei, and that the cell division 
of the egg results in the cells reaching that final size in which each 
nucleus has gathered around itself that mass of protoplasm which it is 
able to control. Morgan t and Driesch§ tested and confirmed the idea 
of Sachs for the eggs of Echinoderms. Driesch produced artificially 
larvre of sea urchins of one eighth, one fourth, and one half their normal 
size by isolating a single cleavage cell in one of the first stages of seg· 
mentation of the fertilized sea-urchin egg. He counted in each of the 
dwarf gastrulre resulting from these partial eggs the number of mesen­
chyme cells and found that the larvre from a t blastomere possessed 
only t, those from a t blastomere only t, and those from a t blasto­
mere only t of the number of cells which a normal larva deyeloping 
from a whole egg possessed. Moreover, he could show that when two 
eggs Were caused to fuse so as to produce a single larva of double 
size, the gastrulre of such larvre had twice the number of mesenchyme 
cells. Driesch drew from his observations the conclusion that each 
morphogenetic process in an egg reaches its natural end when the cells 
formed in the process have reached their final size. 

Gerassimowll found that by exposing dividing cells of Spirogyra 
to a low temperature the division became irregular, and it happened 
that the nuclear material instead of being divided between the two 

• J. v. Sachs., "Physiologische Notizen," VI, Flora, 1893. 
t Sachs," Phvsiologische Notizen," IX, p. 425. Flora, ',895. . . 
t Morgan, "Studies of the' Partial' Larva'! of Sphrerechmus," Arch. rUl" Entwukdu'l1f!S­

mulznnik, Vol. II. 1895. .. The Proportionate Development of Partial Embryos," ilnd., 
Vol. XIII, 190I. II The Gastrulation of the Partial Embryos of Sphrerechinus," ibM., Vol. 
XVI,IQ03· 

§ Drit"sch, "Von der'Seendiguttgmorphogener Elementarprocesse," Arch.jii,. Enflwcke­
lungsmunanik, Vol. VI, 1898. Of Die isolirten Blastomeren des Echinidenkeims," ibid., Vol. 
X,I900· 

n Gerassimow, Zdtsdl,jur allg~mdne Pltysiologie, Vol. I, p. 220, 1902. 
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masses of protoplasm remained in one of the two daughter cells; some­
times all the chromosomes were united into one nucleus and sometimes 
he obtained two nuclei. He found that cells with an increased mass of 
chromatin only began to divide after their protoplasm had reached 
a much greater mass than that found in the normal cells with half 
the mass of the chromosomes. This fact seems to indicate that cell 
division is determined by the ratio of the mass of the chromosomes 
to that of the protoplasm. If the mass of the chromosomes in a cell 
is increased, the tendency for cell division does not develop until the 
mass of protoplasm is increased also. It is the merit of Boveri to have 
found the law which governs this condition for cell division.* He 
compared the process of segmentation in normally fertilized fragments 
of sea-urchin eggs, which contained the normal number of chromo­
somes, with that of enucleated fragments which contained only the 
sperm nucleus, and whose mass of chromatin was only one half of 
that of the normal fertilized egg. In order to understand his results, 
the reader's attention should be called to the following fact: in the 
process of cell division each daughter nucleus of the egg contains just 
as many chromosomes as the mother nucleus, but the mass of chromatin 
(and possibly the other constituents of the nucleus) of each chromosome 
in the daughter nucleus is only one half of that 'of the corresponding 
chromosome of the mother nucleus. The next phase - the resting stage 
between two divisions - consists in the growth of the chromosomes 
of the two daughter nuclei until they have reached the mass of 
the original chromosomes and then a new nuclear and cell division 
begins. The material for the growth of the chromosomes is furnished 
by the protoplasm and according to the above-quoted idea of Sachs 
by the reserve material included in the protoplasm and not by the 
"living" part of the latter itself. It is, however, questionable whether 
this latter discrimination has any real basis. In this way the process 
of cell division i~ the egg consists in the gradual transformation of proto­
plasmic into chromatin material of the nucleus until a definite ratio 
between the mass of the chromosomes and the protoplasm is reached. 
When this is established, no new cell divisions are possible until the 
mass of the protoplasm is increased again through the absorption of 
food stuffs on the part of the cell. The process of the transformation 
of protoplasm into chromatin is necessarily rendered discontinuous 
through the fact that the chromosomes cannot grow indefinitely, but 
that btowth will stop as soon as they have reached a certain size, 
and this fact leads apparently to the process of nuclear divisions. I 

"Boven. Zellm-StIliffA; Heft 5. lJdJ~r di~ Abhiingigluit d~,.. Kerngrosu und Zellm­
uld der Seeige/-Larvm von der C;'rfJlNl)somemaltl de,. Atugangsullen, lena, 1905. 



ON SOME PHYSICAL MANIFESTATIONS OF LIFE 61 

have thought of the possibility that the continuation of the synthetical 
process which leads to the formation of nuclear material from certain 
constituents of the protoplasm gives rise to the formation of astrospheres 
as soon as the maximal growth of the chromosomes is reached. But 
this does not need to enter into our consideration for the present. 

Since each daughter nucleus of a dividing blastomere has the same 
number of chromosomes as the original nucleus of the egg, it is clear 
that in a normally fertilized egg each nucleus has twice the mass of 
chromosomes as the nucleus of a merogonic egg, i.e. an enucleated frag­
ment of protoplasm which has only the sperm nucleus. Boveri has 
not only ascertained this fact but he has also ascertained the further fact 
that the final size of the cells after the cell divisions have come to a 
standstill is always in proportion to the original mass of the chromatin 
contained in the egg; the cells of the merogonic embryo, e.g. the mesen­
chyme cells, are only half the size of the same cells in the normally 
fertilized embryo. Driesch has just furnished a further proof of Boveri's 
law, that the final ratio of the mass of the chromatin substance in a 
nucleus to the mass of protoplasm is a constant in a given species. 
He compared the size of the mesenchyme cells in a sea-urchin embryo 
produced by artificial parthenogenesis with those of a normally fertilized 
egg and found them half of the size of the latter. When the fertilized 
eggs and the parthenogenetic eggs are equal in size from the start,­
which is practically the case if eggs of the same female are used, - the 
process of the formation of mesenchyme cells comes to a standstill in 
the normally fertilized eggs when the number of mesenchyme cells is 
half as large as the final number of mesenchyme cells found irr the 
parthenogenetic egg.* As a matter of fact, Boveri's results as well as 
those of Driesch were obtained by counting the cells formed by eggs 
of equal size and not by only measuring the size of the cells. It is 
most remarkable that certain apparent exceptions to Boveri's law 
which Driesch has actually found have been predicted by Boveri. 

The fact that the process of cell division comes to a standstill when 
the ratio of the mass of the chromosomes in the nuclei of an egg or an 
organ to that of the surrounding protoplasm reaches a certain limit, 
suggests in my opinion the possibility that this ratio is determined by 
the laws of mass action and chemical equilibrium. If this is correct, 
the synthesis of nuclein compounds from the protoplasmic constituents 
must be a reversible process. This suggestion would gain in probability 
if it could be shown that a reduction of size in protoplasm in the case of 
starvation is also followed or accompanied by a reduction in the size 
of the nuclei. 

• Driesch, Archiv for Entwickelungsnltlftanik. Vol. 19, p. 64~ 1905· 
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The fact that the cell division is as a rule preceded by a synthetical 
process explains possibly the fact mentioned in the second lecture that 
the phenomena of cdl division in a fertilized egg come soon if not 
immediately to a standstill when the atmospheric oxygen is with­
drawn from the egg. \Ve have mentioned Schmiedeberg's view in 
regard to the role of oxygen in synthetical processes. But even if this 
view were not correct, we can understand that lack of oxygen might 
indirectly interfere with the synthesis of the nuclein compounds. 

E. P. Lyon has shown that the chemical conditions and processes 
in the cell differ in the various phases of cell division. He found that 
during different stages of cell division the egg of the sea urchin shows 
a different resistance to the effects of HeN, and this difference repeats 
itself during each of the successive segmentations. More recently he 
has added the important fact that the production of CO, on the part 
of the egg of the sea urchin also undergoes periodic variations during 
segmentation. 

If we now tum to the physical side of the phenomena of cell division, 
we shall meet almost the same uncertainty which confronted us in the 
case of muscular contraction. We shall therefore confine ourselves to 
the enumeration of a few facts, with occasional hints for possible 
further work. 

When we watch the process of cell division in an egg, we can dis­
criminate at least three distinct phases of this process: first, the ap­
pearance of systems of radiation - the so-called astrospheres - in the 
protoplasm of the cell. The second phase is the disappearance (liquefac­
tion?) of the nuclear wall, and the division and migration of certain 
constituents of the nucleus, namely, the chromosomes to-ward the centers 
of the astrospheres, and the formation of two new nuclei. The third 
phase consists in the separation of the protoplasm into two pieces in 
a plane, which, from the position of the astrospheres, as a rule, can be 
predicted. This. latter separation is the process of cell division proper. 

If newly fertilized eggs of the sea urchin are put into sea water, 
whose osmotic pressure has been adequately raised by the addition of 
some salt, e.g. NaCI, or sugar, no segmentation occurs as long as the 
eggs remain in this solution. If they are brought back from this solu­
tion into normal sea waler, they will segment, provided they have not 
been left too many hours in the hypertonic sea water. There is, how­
ever, a characteristic difference between this segmentation and the 
normd segmentation.' If the eggs are brought back into normal sea 
water after two hours, they do not divide, as a rule, first into two, and 
then into four cells, but into three or fonr cells simultaneously. If they 
are left for three 01" four hours in the hypertonic solution, and then 



ON SOME PHYSICAL MANIFESTATIONS OF LIFE 63 

brought back into normal sea water, they break apart into from six 
to sixteen cells simultaneously in about ten or twenty minutes after being 
put back into normal sea water. If they remain for five or six hours 
in the hypertonic solution, many eggs suffer. If they do not suffer 
they soon break up, when put into normal sea water, into a still larger 
number of cells than if they remained only for three or four hours in 
the hypertonic sea water. I have seen such eggs divide simultaneously 
into about forty cells, or morc, in from ten to twenty minutes after 
being put back into normal sea water. These phenomena of segmen­
tation are accompanied by violent phenomena of streaming or proto­
plasmic motion at the surface of the egg. From these facts I concluded 
that while the hypertonic sea water inhibits the cell division, it allows 
the division of the nucleus, which precedes the segmentation of the 
protoplasm.* W. W. Normant undertook a histological examination 
of the eggs under these conditions. He found that if the concentra­
tion of the sea water be adequately, but not excessively, raised through 
the addition of a definite amount of NaCl, KCI, or lIigCI" the nuclei 
of the eggs divide in the hypertonic sea water karyokinetically, into 
two, four, and eight successively, while no cell division occurs. When 
such an egg ,,,,ith eight nuclei is put back into normal &ea water, 
it divides as a rule into more than eight cells simultaneously. If a 
slightly too high concentration is used, the distribution of the nuclei 
in the egg does not become so regular; if the concentration is still a 
little higher, an excessive number of astrospheres is formed, as Morgan 
and Norman found. In this case, the nuclear material is often not 
scattered in the egg, although the nucleus seems to be broken into smaller 
fragments, for if brought back into normal sea water such eggs break 
up rapidly into a larger number of cells. R. Hertwig had already 
observed the formation of astrospheres in the unfertilized eggs of the 
sea urchin when he added a little sulphate of quinine to the sea water, 
and Morgan applied the method used by myself and Norman to the 
unfertilized egg and found an excessive number of astrospheres, just 
as Norman had observed in the fertilized egg·t 

It is obvious from these and other experiments not mentioned here 
that the loss of water on the part of the fertilized egg ultimately retards all 
the phases of nuclear and cell division, but not all quantitatively alike. 
It seems that the chemical process of transformation of protoplasmic into 
chromatin material is less interfered with than the cell division proper. 
This follows from the fact that the chromosomes may divide without 

• Loeb,_!our. of Morphology, Vol. 7, p. 253,1892. 
t W. W. Norman, Arch;v for Entwickelungsmechnnik, Vol. 3, p. 106,1896. 
t Morgan, Arckiv Fur Entwiclulung:nuckanik, Vol. 8, p. 448. 1899. 
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celJ division. Under normal conditions, the growth of the chromo 
somes is followed by a formation of astrospheres and division of the 
nuclei, and this in turn is followed by a cell didsion. The loss of water 
which the egg undergoes in the hypertonic sea water seems to inter­
fere mostly with the cell division. It is possible that the viscosity of 
the protoplasm is increased by the loss of water, and that this condi­
tion interferes somewhat with the migration of chromosomes after they 
have divided and still more with the segmentation of the protoplasm. 
The growth of the chromosomes and the subsequent formation of as­
trospheres seem, however, to continue for some time in the hypertonic 
sea water. 

O. and R. Hertwig (as well as Raux) have noticed that as ~ rule 
the plane of division of a non-spherical cell is at right angles with the 
direction of the greatest diameter, or extension of the cell. Driesch 
has given a nice experimental proof for this rule. If the newly fer­
tilized egg of the sea urchin be gently pressed under a cover glass, so 
that it is slightly flattened, the plane of division is at right angles to the 
slide. The position of the plane of cleavage is determined by the 
position of the nuclear spindle, and the latter depends upon the position 
of the centrosomes or astrospheres. The question hence arises, How 
does it happen that in most cases the common diameter of the two 
astrospheres coincides with the longest diameter of a cell? This posi­
tion of the astrospheres or centrosomes becomes comprehensible on the 
assumption that these organs not only repel each other, but are also 
repelled by the external surface of the nuclei and the inner surface of 
the cell limit. The forces involved in this repulsion must be forces 
such as occur in liquids, as the contents of the egg of the sea urchin 
is mainly liquid. It must, moreover, be taken into consideration that 
the space in which the process of cell division occurs, is generally of 
microscopic and always of capillary dimensions. It is therefore quite 
possible that the repelling forces in this case are capillary forces. There 
is, however, another fact to be considered; namely, that in the process 
of cell division the egg of some animals becomes elliptic, with its long 
axis falling in the direction of the common diameter of both astro­
spheres. This has given rise to the idea that the spindle or the astro­
spheres elongated the egg. I have often noticed - as others have 
undoubtedly done before me - an elongation of the egg of the sea 
urchin in the direction of the spindle, but this always occurred imme­
diately before the cell division. It gives easily the impression as if 
contractile forces were active in radial directions in the astrospheres 
and that these forces had. something to do with the process of cell divi­
sion. Certain deviations from Hertwig's law may ba only apparent. 
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Such exceptions occur in epithelial celis, but it is quite possible, that 
not the whole cell but only one part of it is in this case the seat of the 
processes which cause the orientation of the astrospheres or the cen­
trosomes. 

R. Lillie has expressed the idea that electrical forces playa rble 
here. "rere this idea correct, it should be an easy matter to control 
the orientation of the plane of cleavage in the cell by means of a gal­
vanic current; such is, however, not the case, at least as far as our 
present experience goes. If hydrodynamic and" contractile" forces are 
responsible for the orientation of the astrospheres or centrosomes in the 
cell, it should be expected that these latter organs are solid or at least 
more viscous than the rest of the liquids of the cell. If the centro­
somes are fixed organs of the cells, and multiply by division, they must 
naturally be solid or at least possess a solid surface. Alfred Fischer 
assumed that the formation of astrospheres depended upon a process 
of coagulation. This has not yet been proved, although this author has 
imitated the well-known figures of astrospheres in coagulated proteins. 

If the process of nuclear division in transparent cells, e.g. egg cells, 
is observed, the impression is easily gathered that the astrospheres 
cause a liquefaction of the nuclear membrane and an emulsification 
of certain constituents of the nucleus. If this observation be correct, 
the phenomena of spreading and the phenomena of streaming con­
nected with such a process might be the forces which carry the chro­
mosomes of the nucleus toward the center of the astrospheres. This 
assumption is in harmony with the fact that the withdrawal of water 
from the egg cell diminishes the velocity of the nuclear division,* inas­
much as the loss of water may easily increase the viscosity of protoplasm, 
and thus diminish the velocity of the process of streaming, finally ren­
dering it entirely impossible. 

The phenomena of streaming can be demonstrated most beauti­
fully in the experiment described above in which eggs of the sea urchin 
were put into hypertonic sea water, whose concentration was just 
adequate to prevent the cell division, without preventing the nuclear 
division. When such eggs are put back into normal sea water after 
about three hours, the most powerful phenomena of streaming may 
be witnessed, resulting in the formation of knobs. The streaming 
Seems to occur around the chromosomes or fragments of nuclear mate­
rial as a center. Afterwards, each such knob, or projection, formed 
by the streaming becomes a separate cell. t 

• Loeb, Am . .IONr. of Moryn(Jlogy. Vol. 7. p. 253, 1892-
t This amreboid, character of cell division had been observed and described before by 

O. and R. lfertwig and called 'f KmM1mjurcll'M"C." 
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In my earlier experiments on artificial parthenogenesis, I frequently 
had opportunity to observe cell divisions of a character which made 
it clear that phenomena of streaming underlie cell division, at least, 
in these cases. Figures 10-13 give an illustration of such a case. The 
egg had been treated with hypertonic sea water, and when put back 
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into normal sea water divided as represented in these drawings. The 
division began (as was frequently the case) on one side (Fig. 10), and 
the protoplasm then flowed in the direction of the two arrows (Fig. II) 
in opposite directions toward the two nuclei. The connecting piece 
becomes empty of protoplasm and only the pigmented solid surface 
lilm is left (Fig. 12), and finally this also disappears (Fig. 13)' It is, 
however, possible that contractile forces acting in a radial direction 
in an astrosphere might bring about similar results. 

The process of the cell division proper seems to consist also of 
several phases. A reduction of volume seems to occur in this process, 
inasmuch as the combined volume of the two daughter cells appears 
immediately after the division, smaller than the volume of the mother 
cell. This diminution of volume may be due to a loss of water, or 
watery liquid, on the part of the cell. There may also be a process of 
gelation on the part of certain constituents of the cell, e.g. the nucleus, 
which at this stage appears to form a solid mass, or possesses at its 
surface a solid wall. 

4. THE ORIGiN OF RADIANT ENERGY IN LIVrNG ORGANISMS 

The lirst investigation of animal phosphorescence that was of any 
consequence goes back to Faraday, who showed that the phosphores­
cent part of a glowworm continues to send out light if it be made into 
a pulp. This observation speaks against the view of Kalliker and 
Pfluger that the phosphorescence of animals is a function of "living" 
matter, and eveD, in ~ain cases, under the control of the nervous 
system. They were led to their view by the observation that "stimu­
lation" could call forth the process of phosphorescence, while poisons 
and high temperaturfs a.used it to disappear. From this Pfliiger * 

• FJlIIcer's Arckiv. Vol. 10, p. 251, 1875. 
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drew the conclusion that phosphorescent mattcr is irritable, and" irrita­
bility" is considered a sign of life. We must noi, however, overlook 
the possibility that stimulation of an animal may produce the process 
of phosphorescence indirectly, e.g. by causing motions on the part of 
the animal which bring the phosphorescent matter into contact \vith 
oxygen. Giesebrecht * has furnished an absolute proof for the fact 
that phosphorescence may he produced in animals by non-living mate­
rial. He found that certain pelagic copepods, e.g. Pleuromma graciJe 
and Leuckartia fiaviensis show phosphorescence, and that this phe­
nomenon is confined to definite points of their body, which correspond 
to the ducts of certain glands of the skin of the animals. These glands 
secrete drops of a greenish yellow substance. As long as the animals 
lie quiet there is no phosphorescence visible, but they show this phenom­
enon when pressed or heated, or if brought in contact with ammonia, 
alcohol, or glycerine. This might easily be interpreted as signifying 
that the phosphorescence of these ammals is a phenomenon, which is 
produced by the stimulation of the animal. Giesebrecht found, how­
ever, that the phosphorescence occurs only when the secretion of the 
glands is brought to the surface of the animal, and comes in contact 
with the sea water.' He proved, moreover, that the secretion even re­
tains its power of phosphorescing after the death of the animal. Dead 
copepods, which had been preserved in a dry condition for three weeks, 
still showed the phosphorescence at the opening of the glands, whenever 
they were put into water. The abore-mentioned "stimuli" caused the 
phosphorescence only indirectly, by causing the squeezing out of the 
secretion of the glands from the duct. . 

How the contact of the secretion with water can cause the phos­
phorescence is not yet clear. Radziszewski t has found that a number 
of organic compounds show phosphorescence at a comparatively low 
temperature, e.g. IOo C., when they come in contact with atmos­
pheric oxygen, and the reactIon is alkaline. Among these substances 
are the soaps of oleic acid, a number of alcohols, etc. This author 
assumes that the phosphorescence of animals is caused in the same way. 
Traces of the phosphorescent substances and of oxygen suffice for the 
production of the phenomenon. We can readily understand that mo­
tions of an animal are favorable for the production of phosphorescence, 
as they tend to bring the oxygen (e.g. in the trachere of insects) in con­
tact with new particles of the phosphorescent substance. Giesebrecht 
questions the importance of oxygen for this process, inasmuch as in 

• Giesebrecht, Mittluilungen nus der zoologisc!uf' Station zu Neapel, Vol. 2, p. 648. 
18<)5· 

t Radziszewski, Liebic's Annalen der Chemie. 1880. 
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his experiments the animals also showed phosphorescence in boiled water; 
but as very little oxygen suffices for the phenomenon, it is possible that 
in Giesebrecht's experiments sufficient oxygen was present for the pro­
cess. The experimenters agree, in general, that free oxygen is neces­
sary for phosphorescence. It is possible, however, that the conditions 
for phosphorescence may vary with the nature of tbe substance. 

5. ELECTRICAL PHENOMENA IN L,VING ORGANISMS 

When Galvani noticed that the muscles of the leg of a frog twitch 
when touched with two metals, he believed that this phenomenon 
indicated the production of electricity in living organisms. Volta 
subsequently showed that the nerve-muscle preparation only acts as 
a sensitive rheoscope. Thus a misunderstood biological observation 
became the germ for the development of electrochemistry. It was 
found afterward that living organisms produce indeed some electrical 
energy, but in spite of the most diligent search nobody has yet been 
able to prove that the electrical energy thus produced plays any rMe 
in an essential life phenomenon, although this may be the case. 

The liquids of the body must be the cause of the differences of 
potential in the tissues as only the electrolytes dissolved in these liquids 
are capable of producing differences of potential. The most common 
instances of the production of a difference of electrical potential are 

the cases of an active or 
dying nerve or muscle. When 
an element of a nerve is 
active or injured, and one 
electrode of a galvanometer 
is applied to the active or 
injured spot (Fig. 14), an­
other to the neighboring 
resting, or normal element of 

FIG. 140 the nerve or muscle, a cur-
rent of positive electricity 

travels through the galvanometer from the resting, or normal, to the 
active, or injured element of the nerve or muscle. The activity of 
the muscle, or its injury, is accompanied by a production of acid, 
i.e. carbonic, and possibly, lactic acid. According to Waller CO, 
is also produced ia the- active nerve.* I concluded from this that 
these currents might be due to the formation of acid. The H-ions 
have a much great""c~city of migration than any anion, and hence, 

• Waller, Lectures on Physiology, L On Animal Electricity, London, 1897. 
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if in an active or injured element of the nerve or muscle acid is formed, 
the hydrogen-ions must migrate faster into the neighboring tissue than 
the anions. Consequently, the active element will have an excess of 
free negatively charged ions, while the neighboring resting elements will 
assume a positive charge (Fig. I4). I published this explanation of the 
origin of currents of action in a preliminary way in an address at the 
Naturalists' meeting in 1897.* Oker-Blom t has since expressed a 
similar view in regard to the current of demarcation j and he mentions 
that Tschagovetz has published a similar view in a Russian journal. 

Ostwald t has pointed out that the semipermeable membranes may 
possibly be permeable for only one class of ions, positive or negative, 
and" not only the currents in muscles and nerves, but also the myste­
rious effects of electrical fishes might find their explanation by such 
a property of the semipermeable membranes." Bernstein § and Brun­
ings II have recently adopted this view. Bernstein pointed out that, 
in order to explain the above-mentioned current of action, a specific 
permeability of the semipenneable membranes for cations must be 
assumed. It is hardly possible that differences in electrical poten­
tial can arise in any other way in the tissues than by a separation of 
anions and cations of the electrolytes dissolved in the tissues. As 
the difference in the rate of diffusion for different ions always exists, 
especially when acids or alkalies are formed, and as a difference of the 
permeability of the protoplasm for oppositely charged ions may also 
easily exist or arise, it is not difficult to understand that so many life 
phenomena are accompanied by electrical changes and currents, f.g. 
when light falls upon the retina, or when glands secrete. 

Plants also show such currents, especially such plants, as are dis­
tinguished by a comparatively quick conduction of stimuli, e.g. Mimosa 
or Drosera. This lends, perhaps, support to the idea expressed by 
Hermann that the current of action is the cause, or means, of the propa­
gation of the nenTe impulse. When a nerve or muscle is stimulated, 
the stimulated spot becomes negatively electrical as compared with 
the neighboring resting spot. In the next element of time this latter 
spot becomes the seat of activity, and now becomes negative toward 
the more distantly situated piece of nerve, etc. A region or wave of 
negative potential is thus propagated from the original seat of stimu­
lation in both directions, through the nerve. Bernstein has found 
that this negative wave is propagated with the same velocity as the 

... Loeb, Scimu, N. 5., Vol. 7, p. 154. 1&}8. 
t Oker.Blom, FJiugrr's Arckiv, Vol. 84. p. 191. 19o1. 
t Ostwald, Zeitsck.for physik. C'wni~, Vol. 6, 1890. 
§ Bernstein, I1liiCer's Archiv. Vol. 92, p. 521, 1901. 
U Briinings, .lJliJg~rs Archiv, Vol. 100, p. 367. 1903· 
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nerve impulse, so that there exists a possibility that this clifference of 
potential which originates upon stimulation is the cause, or the means, 
of propagation for the nenre impulse. Hermann has given a more 
detailed sketch of such an assumption.* The axis cylinder of the 
nerve is surrounded by a liquid conductor of electricity, i.e. a solution of 
electrolytes. If a certain element A of the axis cylinder be stimulated, 
it will assume a negative charge, while the neighboring parts B assume 
a positive charge. This leads to the formation of a microscopic CUf­

rent from B through the liquid conductor to A. This current may 
be considered as a stimulating current for the axis cylinder with an 
anode at A and a cathode at B. We shall see in a later lecture that 
if a current be made, the stimulation occurs at the cathode, while the 
anode is put into a condition of diminished irritability. Therefore, 
the region A now returns to a condition of rest, while B becomes active. 
Then the same process is repeated for B and its neighboring element, etc. 

Waller has been able to determine the beginning of life in the hen's 
egg and in seeds of plants by galvanometric tests; he has also deter­
mined the cessation of life in the same manner. t These facts may 
serve as a further indication that all life phenomena are accompanied 
by electrical phenomena. We shall sec later that salts play a great 
rOle in life phenomena; and it is obvious that if changes in the nature 
and number of ions in a solution accompany life phenomena, electrical 
currents must also be a necessary consequence . 

• Hermann, H,mdbuch der Physiologie, Vol. 2, 1St part, p. 193, 1879. 
t Waller, C. R. de I'Acadt'mie des Sdmces, Vol. 131, pp. 485 and u73, 1900. Proceed~ 

ings of the Royal ~ociety, Vol. 68, p. 79. 1901, 



LECTURE V 

THE ROLE OF ELECTROLYTES IN THE FORMATION AND PRES­
ERVATION OF LIVING MATTER 

1. ON THE SPECIFIC DIFFERENCE BETWEEN THE NUTRITIVE SOLU­

TIONS FOR PLANTS AND ANIMALS 

THE green plants are the factories in which the material for the 
nutrition for animals and fungi is prepared. The green plant, how· 
ever, manufactures also, as long as it grows, its own living matter out 
of the electrolytes of the soil and the CO, of the air. The CO, is util· 
ized for the formation of carbohydrates and probably fats; the salts 
of ammonia, nitrates, phosphates, and sulphates are used for the 
building up of nitrogenous compounds. One of the nutritive solutions * 
which is most commonly used for phanerogamic plants is as follows:-

4 g. Ca(NO,), 
I g. KNO, 

I g. MgS04 + 7 H,O 
I g. KH,PO, 

0.5 g. KCI 

The whole is dissolved in from 3 l. to 7 l. of water. A few drops 
of ferric chloride are added to tills solution. Tills solution may 
vary witilln certain limits. It contains besides the anions CO" NO" 
SO" and PO" which are necessary for the synthesis of the essential 
compounds of the plant, the cations K, Ca, Mg, which do not seem 
equally necessary for the synthesis of living matter. In addition to 
these, free oxygen is absolutely necessary for the formation of living 
matter in green plants. 

FOl the fungi the nutritive solutions are similarly constituted, with 
this difference only, that they cannot make carbohydrates of CO,; 
and they are therefore compelled to get their sugar from plants or 
animals. If raised i.n a solution containing sugar or certain organic 
acids (e.g. acetic, tartaric acids) and certain salts, they can also make 

• Knop's Solution. See Pfeffer, Pjlanunp"ysioloKi~. 2d edition, Vol. It p. 413. 1897. 
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all the constituents of living matter} e.g. fats, proteins, nucleins. 
Raulin, a pupil of Pasteur, has investigated with unparalleled thor~ 
oughncss the optimal nutritive solutions for a fungus, Aspergillus 
niger. Raulin * determined which nutritive solution gave the great­
est development of li\ring matter fr0111 a giren quantity of spores, and 
found that it possessed the following composition:-

Water 
Cane sugar 
Tartaric acid. 
(NH,),PO, 
K,CO, . 
MgCO, . 
(NH,), SO, 
ZnSO, 
FeSO, . 
K,SiO, . 

1500 g. 
70 g. 
4 g. 

0.60 g. 
0.60 g. 
0.40 g. 
0.25 g. 
0.07 g. 
0.07 g. 
0.07 g. 

Of course, to this list must be added atmospheric oxygen. 
Part of the free acid in Raulin's solution is neutralized by the HO­

ions due to the presence of (NH,),PO, and K,CO, in the solution. 
The sugar, fatty acid, ammonia, SO., and PO, are used for the build­
ing up of living matter; but it is not clear what the r61e of K, Mg, Zn, and 
Fe is. It is remarkable that Ca is not required, and it seems to be a 
general fact that Ca is not of great importance for the fungi, while it 
is of great importance for animals, and apparently also for the higher 
plants. But what is the r61e of the cations? 

It has been noticed that the living tissues of plants, as well as of 
animals, possess a selective power for certain salts, especially for K-salts. 
Although in fresh-water streams the concentration of K-salts is often 
very low, the plants which live in it are capable of storing up a com­
paratively large amount in their tissues. The muscle of animals shows 
the same phenomenon, inasmuch as it contains a much higher per~ 
centage of potassium than the blood. This" selective power" admits 
of only one explanation; namely, that the potassium is used for the 
building up of more complex compounds in which the K cannot be 
dissociated as a free ion. If a tissue utilizes one kind of metals in this 
way, e.g. K, while another metal, e.g. Na, is chiefly used for the forma­
tion of dissociable rompounds with Na as a free ion, the consequence 
will be that the ashes of a tissue contain K and Na in altogether differ­
ent proportions ffDll'"- what they are contained in the surrounding solu-

• See Duclaux. TraitJ tk micrbbiologit, Vol. I, p. 176. 1898. 
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tion. think we may take it for granted that, at least, K forms a 
nondissociable constituent of the protoplasm of a number of tissues of 
animals and plants, and that it therefore may be considered a building 
stone for living matter in the same sense as the above-mentioned anions. 

This fact explains the so-called oligodynamic effects. This term 
was applied to the fact that certain heavy metals like Cu, or, as I believe, 
traces of their salts, can produce a toxic effect. Obviously the eu-ions 
form upon their entrance into the cell undissociable or practically 
undissociable compounds with protein substances, and thus their con­
centration is kept lower in the cell than in the surrounding solution. 
The consequence is that in due length of time enough eu may diffuse 
into the cell to act toxically. There is therefore no reason why we 
should continue to set aside the oligodynamic effects as a distinct group 
of phenomena in biology. It is quite possible that an ion may be 
utilized in two ways by a tissue; namely, for the synthesis of mole­
cules from which it can no longer be dissociated as an ion, and in the 
form of salts, - possibly ion-proteids, - where the metal can disso­
ciate as an ion. 

What is true for the K may also be true for the Mg, but it can 
scarcely be so for the Zn in Raulin's solution, although, curiously enough, 
it is not so much less important for Aspergillus than K. Raulin found 
that if he allowed spores to develop on the above-mentioned solution, 
which contained all fourteen constituents, except K, the crop was only 
one twenty-fifth of the dry weight of that which he got when he added 
K. When the trace of Zn contained in that solution was omitted, 
the dry weight of the crop was only one tenth of that which he obtained 
when Zn was added. Raulin has made similar determinations for all 
the constituents of his nutritive solution. The figure following each sub­
stance in the table below expresses how many times greater the dry weight 
of the crop was with the addition of the substance than without it. 

NH, 153 
PO, 182 
Mg 91 

K 25 
SO, 25 
Zn 10 

Fe 2·7 
SiO, 14 

It was to be expected that the omission of NH, from the solution would 
reduce the crop considerably (to Iio of its weight), inasmuch as it 
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furnishes the material for the manufacture of the proteins. The PO. 
is needed for the nucleins, and it is probable that the ]\ig is necessary 
for the building up of definite important compounds; but the Zn is 
no part of any compound of the plant. It is therefore obvious that 
the nutritive solution for a plant not only contains substances which 
arc of importance for the building up of its living matter, but also sub­
stances which do not enter into these compounds and are yet of im­
portance. I am inclined to believe tbat the explanation of the latter 
facts takes us back to the antagonistic salt effects discussed in the 
previous lecture. 

If we compare the nutritive solutions for animals with those of plants, 
we fmd in general that P04-, NH4-, N03 -ions, which are of such im­
portance for plants, are either of no importance for animals, or are 
directly poisonous, e.g. the NH4-ions. Inasmuch as the animals get 
all their proteins and carbohydrates directly or indirectly from plants, 
it is to be expected that they do not depend upon the CO, of the air 
or the NH4 , N03 , or P04 of the soil. 'v'le meet, however, with another 
striking difference between animals and plants, which was not to be 
expected a priori; namely, the fact that Na, which appears neither 
in Knop's solution for Phanerogams nor in Raul~n's solution, is one 
of the most, if not the most, important constituent of a nutritive solu­
tion for animals. Next in importance for animals is Ca, which does 
not appear in Raulin's solution, although it seems to be important 
for phanerogamic plants. 

We have already seen that the majority of marine animals, e.g. 
marine Gammarus, can only live in solutions which contain certain 
salts, NaCl, CaCl" KCl, and MgCl, in definite proportions. The 
lack of Mg is not so fatal as the lack of one of the other three 
metals. One anion is sufficient; namely, Cl. Without Na, K, or 
Ca the animal .lives at the utmost but a couple of hours, as a rule 
a much shorter time; while in a mixture of N aCl, KCl, and CaCI, 
it may live as long as two days, and still longer upon the addition 
of MgCl,. 

Similar results were obtained in experiments on the substances 
which Tubularians need for regeneration and growth. These Hy­
droids can only live in a solution which contains NaCI, KCI, CaCI" 
and MgCI.. If one of these salts is lacking, no polyp can be regener­
ated. In order to allow the polyp to grow, a substance must be 
added which keeps the reaction of the solution neutral; namely, 
NaHCO,.* 

The conditions 'iIIr the development of the eggs of the sea urchin, 
• LoebJ I:JiUffu's Ardtiv. VoL 101, p. 340. 1904. 
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Strongylocentrotus purpuratus, are similar.* NaCl, KCl, and CaCI, 
are necessary; as without one of. these salts no segmentation is pos­
sible. For the complete development Mg and SO, are also required, 
but these latter two constituents do not possess the same degree of 
importance as Ca, Na, or K. In addition, a substance is n~eded which 
keeps the solution neutral, e.g. NaHC03 • Other constituents of the 
sea water, such as P04~ Fe, are not required. This latter statement 
disagrees with the conclusions of Herbst.t 

The same is true for Medus",: they will keep alive in solutions of 
N aCl, KCl, CaCl" MgCl" in the proportion and concentration in 
which these solutions occur in the sea water. In addition, a substance 
is required which keeps the sea water neutral, e.g. NaHC03 • I think 
these examples may suffice as the proof of the fact that for marine 
animals N ~Cl and C~C12 and Kel are essential for the maintenance 
of life. It is questionable whether the substances which growing 
animals require for the manufacture of li,,-.jng matter are taken from 
the surrounding solution. Were this the case, only traces of any of 
these salts should be sufficient, while in reality the proportion of N a, 
K, and Ca can vary only within certain limits in the solution. 

The tissues of marine animals seem to require a solution of the 
same character. Dr. Rogers has, at my suggestion, determined in 
which solution the heart of a marine crab beats longest. He found 
that sea water is an excellent "nutritive" solution for the heart, and 
that the same is true for a van't Hoff solution; namely, a solution of 
roo molecules NaCl, 2.2 KCl, 2 CaCl" 7.8 MgCl" 3.8 Mg50,. To· this 
should be added a trace of NaHC03 • The action of sea water becomes 
better if a little CaCl, is added, possibly on account of a slight antago­
nistic effect between Ca and Mg. 

It is remarkable that the tissues of fresh-water and land animals, 
e.g. the frog, the tortoise, and apparently the mammals, live longest 
in a solution which has the same constitution as the sea water, and 
differs from the latter only in its concentration. The optimal concen­
tration of the solutions for frogs and land animals is about that of a 

'if solution of NaCI. In order to keep the isolated heart of cold-hlooded 

animals alive, Ringer has recommended the following solution: - t 
* Loeb, Pjliipr's Archi'll, Vol. 103. p. 503.1904. 
t Herbst, A"chi'll fii,. Entwickdungsmechanik, Vol. 5. p. 649. 1897, and numerous other 

papers on the same subject. 
Herbst did not recognize the antagonistic effects of salts, and so concluded that if the 

elimination of one of the constituents of the sea water was injurious. this proved the neces­
sity of the omitted substance for the animal. The above-mentioned observations on Fundu· 
Ius show in my opinion the fallacy of this conclusion. 

~ Quoted after Rusch, .lJiiifn-'s Arckiv, Vol. 73. p. 53,5, 18g8. 
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1000 g. 
6 g. 

0.075 g. 
0.1 g. 
0.1 g. 

Rusch has applied this solution with success for the isolated heart 
of warm· blooded animals, with the difference only that he added 8 g. 
instead of 6 g. of NaCI to 1000 g. of water. 

Locke * recommends the following solution for the isolated heart 
of the rabbit:-

Water 1000 g. 
NaCI 9.10 g. 
KCl 0.2 g. 
CaCl, 0.2 g. 
NaHCO, 0.1 g. 

The solution is said to be more effective if a little dextrose is added, 
e.g. I g. 

Otherwise Locke's solution differs from Ringer's by a somewhat 
higher amount of KCl and CaCl,. His figures for these latter salts 
are approximately those which Abderhalden found for the concen· 
tration of these salts in the serum of rabbits; namely, 0.024 per cent 
CaCl, and 0.042 per cent KCl.t 

If we express the percentage solutions of Ringer, Locke, or Abder· 
halden, in the values of grammolecular solutions, we find that it is 
approximately 100 molecules NaCl to 2 molecules of CaCl,. This 
is practically the proportion in which these salts exist in the sea water, 
and in which marine animals live longest. This proportion may vary 
a little for marIne animals, and the same is true for the solutions in 
which the tissues of animals live best, as a comparison of the figures 
of Ringer and Locke shows. 

An observation mentioned already in a former lecture shows con­
clusively that the mixture of 100 NaCl, 2 KCI, and 2 CaCI, cannot be 
considered as a nutritive solution for animals, but must playa different 
r6le. Fundulus lives just as well in distilled water as in sea water. 
This fact proves that, these animals do not depend for their nutrition 

• Locke, Centralblatt fl,. Physiologie, Vol. 14, p. 670, 11)01. 
t The fact that Locke also mentions sugar as one of the necessary constituents of his 

solution indicates that he;;.#»llsiders the other constituents a.lso as nutritive materiaL This 
would, however, be wrong. From my own experiments I do not think that the addition of 
sugar is of any value. 
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and development upon the salts dissolved in the sea water. If the 
young fish, however, are put into a pure solution of NaCl of the concen-

tration in which this salt is contained in the sea water (~), the animal 

dies in less than twelve hours. If CaCI, is added, the animal does not 
live more than twenty-four hours. If it is desired to keep animals 
alive permanently, - my experiments lasted for ten days, - not only 
2 CaCI, but also 2 KCl must be added to 100 NaCl. This is exactly the 
solution which is generally considered as a nutritive solution for animals.* 

I believe that these facts show that we must discriminate between 
nutritive and protective solutions. Ringer's solution, as well as the 
sea water, arc primarily protective and not nutritive solutions. What 
is meant by this becomes clear if we remember what was said concern-

ing the antagonistic effects of salt. A 11t solution of N aCl, as well as a 
2 

~ solution of ZnSO" alone are each poisonous for the eggs of Fundulus. 

If mixed, the solution becomes considerably less poisonous. It is prob­
able that these two salts if together in solution materially diminish 
their rate of diffusion into the tissues. It follows from these experi­
ments that the role of the Ca and Mg in the sea water, as well as in a 
Ringer's solution, consists partly in antagonizing the effects which would 
be produced by the N aCl were it alone in solution. The experiments 
with Fundulus suggest that in this case the presence of the Ca and Mg 
in the sea water diminishes the rapidity of diffusion of the NaCl into 
the tissues. It is possible that the Zn acts in some protective way in 
the case of Raulin's solution, although in regard to this it is not 
possible to make a definite statement. 

But there remains the other fact that K is also needed. The life 
of Gammarus and many other marine animals is not essentially pro­
longed by the addition of CaCl, or MgCl, or both to the N aCI solution, 
but is materially prolonged by the addition of CaCl, and KCl to the 
NaCl solutions. Besides we cannot, in general, substitute any other 
bivalent metal (with the exception of Sr) for Ca; nor can we sub­
stitute any other univalent cations for N a and K. This indicates 
that the metals Na, Ca, K, and Mg playa rOle in life phenomena other 
than that of serving for the synthesis of living matter, and also other 
than that of merely regulating the velocity of diffusion. We have 
already alluded to the possibility of their necessity for phenomena of 

. secretion. We are inclined to believe that what is generally called 
irritability and contractility is due to the influence of these ions. 

*' Loeb, lJIitgt!r's Ar£hiv, Vol. 55. p. 5,30, 1893. 
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2. CONCERNING A THEORY OF IRRITABILITY AND THE ROLE OF NA, 

K, AND CA FOR ANIMAL LIFE 

In 1899 I outlined a general theory of irritability which may be 
briefly summarized in the following sentences which I quote from a 
former paper: "The salts, or electrolytes in general, do not exist in 
living tissues as such exclusively, but are partly in combination with 
proteids (or fatty acids). The salts or electrolytes do not enter into this 
combination as a whole, but through their ions. The great importance 
of these ion-proteid compounds (or soaps) lies in the fact that, by the 
substitution of one ion for another, the physical properties of the 
proteid compounds change (e.g. their surface tension, their power to 
absorb \vater, or their viscosity or state of matter). We thus possess 
in these ion-proteid or soap compounds essential constituents of living 
matter, which can be modified at desire, and hence enable us to vary 
and control the life phenomena themselves." * 

Life phenomena, and especially irritability, depend "on the pres­
ence in the tissues of a number of various metal proteids, or soaps (Na, 
Ca, K, and Thllg), in definite proportions." 

I first applied this conception to a phenomenon which had hitherto 
been observed only occasionally; namely, rhythmical contraction of the 
muscles of the skeleton. t I found that such rhythmical contractions 
occur only in solutions of electrolytes, i.e. in compounds which are 
capable of ionization. In solutions of nonconductors (urea, various 
sugars, and glycerine), these rhythmical contractions are entirely or 
practically impossible. Only in certain, not in all, salt solutions are 
such rhythmical contractions possible. All the solutions of N a-salts 
are able to produce them, but in a 0.7 per cent NaCI solution, contrac­
tions begin later, and are less powerful, than in an equimolccular 
N aBr solution., The experiments on the rhythmical contractions of the 
muscles of the skeleton led to some other data concerning the effects 
of those salts. Solutions of Na-salts produce rhythmical contractions 
only if the muscle cells contain Ca-ions in sufficient numbers. As soon 
as there is a lack of Ca-ions in the tissues, the Na-ions are no longer 
able to cause rhythmical contractions. On the other hand, if we add 
Ca-salts in sufficient quantity to the NaCl solution, it will no longer 
cause rhythmical contraction in a fresh muscle of the frog. It there-

.. Loeb, Am.J(Jfll". PAysiolog'),. Vol. 3. p. 337. 11)00. 
t Loeb. Festschrift for Proftssor Fick, Wiirzburg, 1899. 

pend!:ti;t; ;!~~:n~e=lfi~s~~~ of L:::' ;~~~:i~:c~r;':'V~1~s7 ;'~. ~~~~I~K;:; ina~ed 
&stscltrifl for Fick, 1899; and W. Paul~ Wiener akatkmischer Anuiger. October 12, 1899; 
and Ueber pltysikalisck-chemisdu Melhoden und hob/eme in titr Medizin, Wien. 1900. 
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fore looks as if the presence of a certain quantity of Na-ions caused 
contractions; but if the quantity of the Na-ions becomes too great 
in proportion to the Ca-ions, the muscle loses its irritability. On the 
other hand, if there are too many Ca-ions present, the rhythmical con­
tractions become also impossible_ The quotient of the concentration 

of the Na-ions over the concentration of the Ca-ions, eN., becomes 
Cc. 

therefore of importance for phenomena of irritability. We shall see 
later that Mg acts very much like Ca in this rcspect_ 

I! is hardly necessary to mention that this suggested the possibility 
that muscular contraction, in general, is due to a substitution of Na 
for Ca, or vice versa, in certain compounds (proteins or soaps) in the 
muscle. Every substance or agency will act as a stimulant which 
brings about such a change of the metals in these compounds in the 
muscle. 

It may be added that all the salts of univalent metals act like the 
Na-salts, inasmuch as they cause rhythmical contractions when the 
muscle is put into them. All these salts, however, have secondary 
effects which usually prevent the contraction from lasting as. long as 
in NaCl. In KCI the muscle gives only a few twitches when thrown 
into the solution, and then stops. In LiCI the twitches may last over 
a day. As of the salts with a univalent metal, only the Na- and K-salts 
occur in the muscle, only the substitution of one of these salts need be_ 
considered for the theory of irritability. 

Not only Ca- but also Sr- and Mg-salts are capable of antagoni:oing 
the stimulating effects of a pure NaCI solution when added to the 
same. As I stated six years ago, we owe it to the Ca- and Mg-salts 
in our blood that our skeletal muscles do not contract rhythmically 
like our heart. 

We may now give a provisional answer to the question why it is 
that the Na-salts, which are unnecessary in the nutritive solution of <l 

plant, become of so great importance for the life of an animal. If 
our hypothesis be correct, the answer should be that all the muscular 
contractions are due to a substitution of Na-(or K) for Ca- or Mg-ions, 
or vice versa. In the plant, which has no muscles, there is no need for 
any NaCL Likewise we can understand why CaCl, plays a lesser 
r6Ie in plants than in animals, as Raulin's investigations indicate. 

In an ;; solution of NaCI it requires, as a rule, a long time - an 

hour or more - before the contractions begin at ordinary room tem­
perature; while in a more concentrated solution the contractions begin 
more rapidly. I concluded from this that a NaCI solution produces 
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this effect only through the diffusion of NaC! into the muscle. As 
soon as the concentration of the NaCI or the Na-ions in the muscle 
has reached a certain value, the muscle fiber will begin to contract. 

Normally the quotient CNa in the muscle is too small to permit such 
CCa 

contractions. The addition of a slight amount of NaHO accelerates 
the process, possibly by accelerating the diffusion of the salt into the 
muscle.* 

The fact that CaCI, inhibits the rhythmical contractions which are 
produced by the NaC!, suggested experiments on the effects of salts 
which precipitate Ca or diminish the concentration of free Ca-ions 
through the formation of salts with a low degree of dissociation. It 
was found that such salts, e.g. sodium-oxalate, -fluoride, -citrate, and 
-tartrate, act much more powerfully than NaCI or sodium-acetate or 
·succinate. If such salts be applied to the nerve they produce before 
the twitchings begin a condition of increased irritability, comparable 
to the catelectrotonic condition caused by the constant current at the 
region of the cathode. t 

The addition of a slight amount of acid to a i NaC! solution shortens 

the latent period for the beginning of the rhythmical contractions. 
We shall see later on that the acid acts possibly like the above·mentioned 
salts; namely, by liberating the calcium from certain organic combi­
nations in the muscle or nerve. Inasmuch as co.\! is produced in the 
muscle itself, this relation is of importance. 

These facts suggested the idea that the process of contraction is 
caused by an exchange of Na or K for Ca or Mg, or vice versa, in cer­
tain compounds in the muscle (or nerve). This change must be accom· 
panied by a change in some physical property of the compound, e.g. 
the surface tension, the state of aggregation, viscosity, absorbing power 
for water, etc: The change in such a physical property may deter· 
mine or facilitate the process of contraction. 

I applied the facts found in the muscle to the study of rhythmical 
contractions in a more favorable object; namely, the swimming 
bell of the Medusa. The jellyfish is comparable to a free·swimming 
heart which beats rhythmically, with this difference, however, that the 
jellyfish does not beat incessantly, like the heart, but intermIttently, 
with long pauses between series of contractions. It is known that the 
central nervous system of the Hydrornedusa is situated in a ring near 
the edge of the Medusa. Romanes had already observed that if the 

.. Loeh, Festuhri/f1lir Fick, Wiirzburg, 1899. 
t Loeb, A,n. Jour. Pltysiolocy, Vol. 5. p. 362, 1901. J1lug~r's ArcnifJ, Vol. 91, p. 248, 

1902. 
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edge of a Hydromedusa be cut off from the center, the former continues 
to beat while the latter stops beating. This fact was utilized as an 
argument to prove that the contractions in a Medusa originate normally 
from the nerves in the margin. This may be so, but it seemed to me 
that the center of a Medusa (deprived of its nerve ring) might also be 
able to beat if it were not prevented from so doing by the constitution 
of the sea water. I found, indeed, that the isolated center of Gonio­
nemus, a Hydromedusa, common at Woods Hole, is able to beat rhyth· 
mically in a pure solution of NaCl.* The center beats in such a solu­
tion very rapidly, and the mOTC rapidly the higher, "v]thin certain Emits, 
the concentration of the NaCl solution. The addition of a small quan­
tity of Cael:.! or MgCl2 retards or inhibits the contractions caused in 
the NaCl solution. If a salt which precipitates Ca or diminishes the 
concentration of its ions is added in excess to sea water (e.g. sodium 
oxalate, fluoride, citrate), the center can be caused to beat in sea water 
also. 

It is thus obvious that the case of the center of the Medusa seems 
very analogous to that of the muscle. Just as the latter is prevented 
from twitching in the blood on account of the presence of Cael,2 and 
MgCl,2, so the isolated center of Gonionemus is prevented from beat­
ing in sea water on account of the presence of CaCl,2 and MgC12 • 

After these data had been obtained I asked Dr. Lingle to deter­
mine whether similar laws hold for the heartbeat. It was known that 
if the sinus venosus of a frog's heart be severed from the heart, the 
former goes on beating as before; ,vhile the rest of the heart, especially 
the isolated ventricle, stops beating in blood. This observation' is 
comparable to the one made by Romanes on jellyfish; and we may 
carry the analogy a step farther, by comparing the center of the Medusa 
to the ventricle; the edge to the sinus venosus of a frog's heart. Lingle 
worked on the heart of a tortoise. t He found that the ventricle is only 
able to beat after it has been put for about half an hour into a pure 
solution of N aCl. When the ventricle remains permanently in the 
sodium chloride solution, the heartbeats will stop after a certain time, 
as Lingle believes, on account of the diffusion of too much NaCI into 
the heart muscle. If the strip of the ventricle is put into a moist chamber 
after the beats are once started in a NaCl solution, they may continue 
for a number of days, until the process of putrefaction puts an end to 
the contraction. No other substance can take the place of Na. Li, 
which acted so well in the case of the isolated frog's muscle, can be 
only partially substituted for N ,Cl. One of the most remarkable 

• Loeb, Am. Jour. Physiology, Vol. 3, p. 383. 14}OO. 
t D.]. Lingle, Am. Jour. Physiology, Vol. 4. p. 265.1900; Yol. 8, p. 75. 1902. 
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hcts which Dr. Lingle found is that even the heart stimulants, such as 
caffeine, cannot cause the strip to beat, except in the presence of N aCl. 
These experiments give the impression that the ventricle of the tor­
toise does not beat in the blood, because of the fact that the N aCl in 
the blood is prevented from entering into the heart cells or from acting 
upon them through the presence of another salt; namely, CaCl" or 
MgCl" or both. 

These experiments show that in order to start the heartbeat, a pure 
NaCl solution, or a pure solution of an Na-salt, is required; but if 
the heart remains permanently in a pure NaCI solution, it stops beating. 
The pure solution of NaCI acts like a poison. If, however, a small 
amount of CaCl, be added to the NaCl solution after the heartbeats 
ha ,oc once started, the beats can go on for a long time. They can also 
continue in serum after they are once started in a pure NaCl solution. 
The addition of Ca therefore acts antagonistically to the injurious 
action of the pure NaCl solution. Ca cannot start rhythmical con­
tractions in the ventricle, but it is necessary to sustain the rhythmical 
action once started by NaCl. It is possible again that the pure NaCl 
solution becomes toxic through the fact that in such a solution too 
many Na-ions take the place of Ca, in the ion-colloids, and that this 
is prevented by the presence of a trace of Ca. It is possible that the 
Ca prevents or retards the diffusion of Na into the muscle. In a pure 
NaCl solution, however, the rhythmical action of the heart strip can 
also be sustained for a long time without the addition of Ca, if pure 0 
is allowed to bubble through the NaCl solution, or if a trace of H,O, 
is added to the solution. I consider these observations of the greatest 
importance, inasmuch as they show that the processes of oxidation 
going on in the muscle give the latter equal protection against the NaCl 
poisoning, just as the addition of CaC!., to the NaCl solution. Could 
it be possible that the increase in oxidations leads to the setting free of 
Ca inside the muscle, and that the Ca acts in this case? 

When I entered upon the investigation of the effect of salts on the 
rhythmical contractions of the muscle, I had in mind the solution of 
the problem of electrical stimulation. Previous experiments on the 
effects of the galvanic current had led me to the idea that the polar 
effects of the current are due to the ions which are blocked in their prog­
ress by the semipermeable membranes in these organs; and my idea 
was that experiments with salts would show which ions are responsible 
for t:ie effects of a galvanic current. If the hypothesis that ions are 
responsible for the stimulating effects of a current were correct, it was 
to be expected th~J,n solutions of nonconductors no twitchings would 
qcCUT. One of the first facts that I ascertained was that this idea was 
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~enerally correct. In solutions of dextrose, cane sugar, milk sugar, 
lnd glycerine, no twitchings of the common muscles occurred, no 
matter how concentrated the solution. In solutions of urea the same 
was true, in general, but occasionally transitory contractions were 
,bserved. In alcohol I also observed occasionally a slight twitching, 
Jut it is possible that in these latter cases the twitchings were caused 
Jy an indirect effect of urea and alcohol upon reactions or changes 
inside the muscle fibers. On the whole, I am under the impression 
that the muscle cannot be, or only exceptionally, and to a slight extent, 
:aused to contract by solutions of nonconductors. I found that the 
5ame is true for the rhythmical contractions of the center of the jcI1y­
lish (Gonionemus). Dr. Lingle tried the same experiments on the 
;trips from the ventricle of the tortoise, with the same result. In pure 
mlutiens of dextrose, cane sugar, and glycerine, no beats originated, 
:vcn if the strip remained in these solutions for a day j but when the 
~'entricle was afterward put into a pure NaCl solution the contrac­
tions began, showing that these solutions had only prevented the 
::ontractions without permanently injuring the heart. Lingle also de­
termined what the minimum concentration of NaCl was that was able 

n 
to start heartbeats. He found that in a mixture of 98 c.c. _. cane sugar 

n n n 4 
+ 2 C.C. 8 NaCI, or 96 c.c.;; cane sugar + 4 C.c. 8 NaCI, no beats 

,tarted; while with 90 C.c. ': cane sugar + 10 C.C. ~ NaCI beats could 
be produced. 4 

All these experiments seemed to support or, at least, not to contra­
:lict the idea set forth in my first paper on this subject, that the rhythmical 
contractions depend upon the exchange of Na (or K) and Ca (or Mg) in 
:.-ertain compounds, possibly proteids or soaps, in the muscle. Such an 
exchange might alter the physical properties, e.g. the surface tension, 
Jf viscosity, etc., of the substance; and a sudden change in one of the 
Jroperties might result in a change of form such as underlies contrac­
:ion. I figured to myself that the change starting rhythmical contrac­
:ions was a sudden change in surface tension, e.g. a phenomenon of 
5preading, and gave expression to this possibility in my book on Brain 
Physiology. A series of Dew observations confirms me in the idea 
.hat we are dealing here with phenomena which must occur at' the 
mrface of the elements. 

In '90' I described a form of irritability in the muscle which, to my 
mowledge, had never been noticed before, and which is produced by 
luch salts as precipitate Ca or diminish the concentration of free Ca-ions, 
such as citrates, oxalates, fluorides, carbonates, phosphates, etc., and 
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e,pedally the sodium salts of these adds.* The experiment is as 

follows: If the gastrocnemius of a frog is put into a i- solution of 

sodium citrate and left there for two or three minutes, it will go into 
powerful tetanic contractions or rather cramplike clonic contractions 
when taken out of the solution; \vhile these contractions stop at once 
when the muscle is put back immediately. This can be repeated at desire, 
the muscle always going into contractions when exposed to the air, and 
relaxing again when put back into the solution. Zoethout found that 
this reaction can be produced quicker and with greater certainty when 
a slight amount of a K-salt is added to the solution. I believe that the 
K antagonizes the tendency to rhythmical contractions which the muscle 
possesses in a sodium-citrate solution. It seems to be necessary that 
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this tendency to rhythmical 
contractions be overcome in 
order to obtain the phenomenon 
which we are now discussing, 
and which I called in a pre­
liminary way the contact re-
action of muscle, inasmuch as 
it can be produced by changing 
the nature of the medium which 
surrounds the muscle. The 
apparatus used for the demon­
stration of this experiment is 
shown in Fig. 15. 

When only part of the 
muscle is lifted out of the 
citrate solution, only those fibers 
go into tonic contraction which 
are in contact with the air; 
while those fibers which remain 
in the solution do not contract. 
The reaction, therefore, is a 
purely local one in each in­
dividual muscle cell. This re­
action not only occurs when 
the muscle is brought from the 
solution into contact with air, 

but also when it is brought into contact with CO" oil, toluol, sugar, 
or glycerine soluti<?J!S' All these solutions are nonconductors, and 

• Loeb, Am . .lour. PltJl!iology. Vol. 5, p. 362, J901. 
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I at first believed that I was dealing bere only with a break shock 
caused by the muscle's own current; but this was contradicted by 
various facts: first, thai only those individual fibers contracted which 
were lifted out of the solution, while the others remained relaxed; 
second, that the latent period for the contraction after the muscle 
has left the solution is too long; namely, as much as a second 
or morc. The most convincing proofs against such an assumption 
are, however, the following facts. The irritability of the muscle for 
the contact reaction does not reach its maximum at once, but only 
after a certain time. 'Vhen the sensitiveness of the muscle has reached 
its height, a glycerine or a sugar solution can be substituted for 
the citrate solution. "Vhenever the muscle is at that time taken out 
from the glycerine or sugar solution and brought into contact with 
the air, the contraction occurs; while it ceases ,,,hen the muscle is put 
back into the sugar solution. After a short time, however, the muscle 
loses its contact irritability in the sugar or glycerine solution. These 
experiments, however, certainly prove that the contact reaction is not a 
break shock caused by the resting current of the muscle itself when it 
is lifted out of the citrate solution. 

It is a very interesting and theoretically important fact that the 
muscle loses this peculiar form of irritability very soon when it remains 
in contact with air, oil, sugar solution, glycerine, or salt solutions, 
different from those that produce this specific irritability. In LiCI or 
NaCl solutions the contact irritability is lost as fast, if not faster, than 
in a sugar or glycerine solution. We can reestablish the irritability, 
however, by putting the muscle back into the sodium citrate solution 
for some time. This fact, together with those mentioned before, suggests 
the following as the most probable explanation of the peculiar phenomena 
of contraction with which we are dealing in this case. The solutions 
which produce the contact irritability possess anions which are liable 
to form insoluble calcium compounds. Whatever the effects of these 
anions may be, the fact that in less than a minute the contact effects are 
noticeable, indicates that only the surface layer of the muscle, or the 
surface layer of each individual fiber, is altered. It is impossible for 
the anions to migrate deeper into the muscle in so short a time. In 
the surface layer of the muscle or the individual fibers, we have there­
fore temporarily a diminution of Ca-ions. We have then a muscle 
whose surface layer differs from that of an ordinary excised muscle. 
If this layer is once established, the muscle contracts at any change from 
the citrate, carbonate; :fluoride, etc., solutions to air, CO" oil,2 n sugar 
solution, glycerine, chloroform, or toluol. If the muscle be left in these 
media, or put into a NaCl or a CaC], solution, it loses this contact 
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irritability. This loss of contact irritability of the muscle in air, oil, etc., 
may be due to the migration of Ca-ions from the interior of the fiber 
or muscle to the surface, thus reestablishing approximately the original 
normal surface condition. If we then put the muscle back for a short 
time into a sodium citrate or sodium fluoride, etc., solution, a diminu­
tion of Ca-ions will again occur in the surface layers, and the contact 
irritability will be reestablished. As we should expect, the length of 
time that the muscle remains in the solution is as important as the 
concentration of the solution. . If we dip a muscle for a few seconds 
only into a sodium citrate solution (I -g. molecule in ]:0 1.) the 
contact irritability cannot be produced, as there is not time for a large 
enough number of citrate-ions to entcr the muscle. 

Dr. Zoethout carried these investigations still farther. He found 

that if a muscle be put into a pure ~ solution of any potassium salt, 

e.g. KCI, KNO" KI, K,SO" K-oxalate, etc., the tone of a muscle 
increases, i.c. the muscle shortens while it is in the solution. If, however, 

the muscle is put into a pure ~ CaC12 or NaCl solution,it again relaxcs.* 

The minimum concentration of Kel for bringing about this increase 

in tone of the gastrocnemius of a frog was I c.c. ~ KCl +9 c.c. H,O or 

W glycerine. If, however, a potassium salt was chosen whose anion 

is liable to decalcify the muscle, the minimum concentration could be 

less. Thus t c.c. ~ K-citrate + 9! c.c. H,O was already effective. 

Zoethout interprets this as showing that the 'Ca-ions of the muscle itself 
are liable to antagonize the shortening action of the K-ions. This 
interpretation he supported by a number of experiments. "It occurred 
to me that since potassium increases the tone of the muscle and calcium 
inhibits this action of the potassium, it might be possible that the pre­
cipitation of the calcium salts causes contact irritability, becauses it 
destroys the normal equilibrium between these two salts in the muscle." 
" Upon testing this view we found it to be correct. The contact reaction 
produced by sodium citrate is increased if we previously, or simul· 
taneously, introduce K·ions into the muscle." t Zoethout's conclusions 
are as follows: "If the calcium salts in the muscle are decreased, the 
ef'i.ciency of tIu: }\;~ions to increase the tone of the muscle is increased. 
If the K·ions in the muscle are increased, the efficiency of such salts 
as Na·oxalate ~ Na·citrate to cause contact irritability is increased • 

• Zoethout. Am. J(!ur. PhysioltJCY, Vol. 7. p. 199. 190.2. 
t Zoethout, Am.J(Ju,.. P4),si(JJogy, VoL 7, p. 320, 1902. 
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The contact irritability depends (as Loeb suggested) on the disturbance 
of the normal ratio of salts in the muscle. Perhaps it is the disturbed 
ratio between the potassium and calcium salts which makes the contact 
reaction possible." Of course the experiment of Zoethout does not 
explain why the contact reaction only occurs when the muscle is taken 
out of the citrate solution. 

I am inclined to believe that not only the K but also the N a-salts 
are concerned in this reaction; but it is certain that Zoethout's observa­
tions establish the fact that the antagonism between K and Ca-salts 

, is to be considered in the theory of animal irritability and stimulation. 
The statement contained in my older publications, namely, that 
possibly the substitution of Na for Ca, or vice versa, caused the twitch­
ing of the muscle must be modified so as to include also the substitution 
of K for Ca, or vice versa. Perhaps it may be said that the substitution 
of any univalent cation for Ca in the muscle, or vice versa, caUses a 
twitching. As of the univalent metals, however, only Na and K occur 
in the tissues, they are the principal ones to be considered. It seems 
from these observations and others, all of which cannot be considered 
in this short sketch, as if indeed the substitution of Na or K for Ca-salts, 
or vice versa, is the essential feature of the twitching or of muscular 
stimulation. It would be of the utmost importance to determine which 
of the two possible changes was the real caUse. We know that in general 
a substitution of Ca for K or Na in colloids favors the formation of 
more solid or insoluble compounds, e.g. in the case of soaps. In the 
case of the coagulation of blood or milk, it is also obvious that Ca in 
moderate quantities favors coagulation. 

Ringer had already observed that barium salts have a stimulating 
effect upon muscle, and I have been able to confirm this observation. 
A pure solution of any soluble barium salts gives rise to powerful rhyth­
mical contractions of the muscle; and the threshold for this stimulation 
is much lower for Ba than for the corresponding Na-salts. In a NaCl 
solution the contractions last longer than in a Bael;! solution, on account 
of the greater toxicity of the BaCl,. I e"pected from this that a pure 
solution of CaC], or SrCI, might act similarly to BaC]" but this does 
not seem to be the case for the muscle. Two years ago, however, I 
found some new facts concerning the influence of salts upon rhythmical 
contractions of the center of a Californian jellyfish, Polyorchis, which 
meet this expectation.* If the margin containing the central nervous 
system of this Medusa be cut off from the center of the swimming bell, 
the center no longer contracts spontaneously in sea water; nor if it 
be put into a pure NaCI solution of about the concentration of the 

• Not yet published. 
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sea water do contractions begin. It differs in this regard very markedly 
from Gonionemus, whose centcr begins to beat at once in a pure NaCl 
solution. After a certain time, however, generally a number of hours, 
rhythmical contractions will begin in the isolated center of Polyorchis 
in a pure NaCI solution, and may last with long interruptions for two 
or three days. When they have ceased in a pure NaCI solution) a few 
single contractions can at any time be produced by touching the subum­
brella with a d,op of a solution of a potassium salt; but the addition 
of a potassium salt to the NaCl solution, although it promptly calls 
forth a single contraction or a short series of contractions, does not 
maintain the rhythm. 

A sure means of producing rhythmical contractions of the isolated 
center of Polyorchis at once in a pure NaCI solution is the addition of 
a certain amount of a salt which precipitates Ca, or diminishes the 
concentration of the Ca-ions, e.g. Na-citrate, -tartrate, -oxalate, etc. 
r generally used the citrate as it seems to be the least harmful. If 
10 C.C. of a m sodium citrate solution be added to a 100 c.c. in NaCI 
solution, rhythmical contractions of the isolated center begin usually 
at once, and may last an hour or more. A second means of calling forth 
rhythmical contractions in a pure solution of NaCl at once is the addi­
tion of a trace of an acid, e.g. HCI. CO2 acts in the same way, and I 
have wondered whether this acid which is formed regularly in the body 
does not thus play an important role in rhythmical contractions in 
general. The addition of adds may even cause the center to beat in 

sea water. About 1.5 to 2 c.c.!!_HCI to lOOC.C. of sea water is required 
10 

for this purpose. Alkalis have the opposite effect. The action of the 
acid may be the same as that of the oxalate and citrate; namely, to 
set free Ca, which is in organic combinations in the cells, or at the surface 
of the cells, and make thus a substitution of Na or K for Ca, or vice 
versa, in these organic compounds, possible. It may be mentioned 
here that the oxalates, citrates, and similar salts, and the acids, are 
believed to play such a rMe in the process of the coagulation of milk.* 
One of the promptest means of producing rhythmical contractions in 
the isolated center of Polyorchis is putting it into a pure solution of 
CaCI" BaCJ., or SrCl.. Instead of dissolving the CaCI. in distilled 

water, it may be dissolved in aim or~sugarsolution in order to have 
. 2 

a solution which is thore nearly isosmotic with sea water. If an isolated 
center is put into a solution of 10 c.c. i m CaCI. + 50 c.c. i m cane sugar 

• A. S. Loevenbart~Uoppe.Styk"'s Zeitsclzr. for physip/ogiscne elmnie, Vol. 4(, p. 177, 
1904-
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or into 10 C.C. ~ m CaCI, + 50 c.c. distilled water, the center usually 
begins to beat rhythmically. The rhythmical contractions may last 
for three hours or more. Such rhythmical contractions can even be 
caused in a centcr which has been washed and kept for three hours in a 
pure solution of cane sugar, to make sure that the sea water at the surface 
of the muscle cells has been entirely removed. In this case, however, 
the contractions do not last as long, inasmuch as a solution of cane 
sugar as well as a pure CaC12 solution arc injurious to the muscle. 

BaCl" is much more effective than Cael2 , f:.S it requires a much lower 
concentration of Bael" than of Cael" to produce rhythmical contractions 
in an isolated center of Polyorchis. Even in a solution of t C.e. i m 
BaCl" + 50 c.c. i m cane sugar, rbythmkal contractions were produced 
which lasted about nine minutes. SrCI, is much less toxic than BaC!, 
and it acts more like CaCI,. 

If it be true that the exchange of Ca for Na or K, or vice versa, in 
certain organic combinations be the cause of these rhythmical contrac­
tions, we are apparently confronted \vith conflicting facts; namely, 
that Ca-salts, as well as salts which precipitate Ca, produce rhyth­
mical contractions; but the facts are no more in conflict in this case 
than in the similar case of the coagulation of milk, where both a previous 
treatment of the milk with decalcifying salts or acid, as well as the 
addition of a soluble calcium sait, favor coagulation. In this case the 
probable explanation, according to Loevenhart, is that a soluble calcium 
salt is necessary for the coagulation. This calcium salt may be added 
from without, or may be obtained from the milk itself, by freeing it ·from 
a combination in which it is held there. The same may be true for the 
rhythmical contractions in the center of Polyorchis. In order that a 
contraction may occur, the formation of a certain calcium compound 
(soap or a calcium proteid?) is required. This condition may be satis­
fied by the diffusion of calcium into the cells from without, or by cal­
cium being freed from certain other compounds within the muscle cells 
themselves (by acid, certain salts, like the oxa1ates or citrates OT, as we 
shall see later, by the action of enzymes). The process of contraction 
is due to the substitution of Na or K for the Ca, or vice versa. Ba 
and Sr act like Ca. 

Why is it that the isolated center of Polyorchis does not contract 
rhythmically in normal sea water? If CaCI, acts as a stimulus, it is 
not probable that it is the CaCI, of the sea water which inhibits its 
contraction. It might be possible that the action of the CaCI, in the 
sea water is antagonized by the NaCl. There seems to be indeed a 
certain antagonism, inasmuch as it is easier to produce rhythmical 
contractions in a pure solution of CaC!, or in a solution of CaCl, in cane 
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sugar, than in a mixture of CaC!. and NaCI solutions; * but the antagonism 
is not complete, and I have actually obtained contractions in a mixture 
of NaCI + CaCI, in a center of Polyorchis. It can be shown that the 
1Ig-salts contained in the sea water inhibit the muscular contractions. 
If we start rhythmical c('~t!'actions in a mixture of So C.c. i m NaCI + 
10 c.c. m Na-citrate, and then put the centcr into a pure NaCl solution, 
or a solution of So c.c. NaCl + I or 2 C.C. Cael", the centcr continues to 
contract. If, however, the centcr be put into a solution of So C.c. i m 
N aCl + 5 c.c. i m MgCl, the contractions are inhibited. r believe that 
it is generally more due to the MgCI, than to the CaCI, that an isolated 
center of a }\,fedusa docs not beat in normal sea water. 

The facts thus far described give no clear answer to the question 
whether the substitution of NaCI or KCI for CaCI, or the reverse process 
causes the contraction. Possibly the following observation may throw 
light on this problem: If an isolated center is put into 50 c.c. i In cane 
sugar + 10 C.C. i m CaCl2 contractions will begin, which continue when 
the centcr is put into 50 c.c. i m cane sugar + 10 c.c. m sodium citrate; 
but if the ccnter is put from the latter into the former solution, it stops 
beating at least for Some time. Various modifications of this experiment 
give similar results: they seem to speak in favor of the idea that the 
substitution of Na or K for Ca causes a contraction j but the evidence is 
by no means unequivocal. 

The question may bc asked how it happens that in a pure solution 
of NaCI the beats do not start at once, but only after a number of hours. 
Is it necessary that NaCI enter the cells of the Medusa, and that this 
process requires time? Were this the reason, we should expect that 
within ccrtain limits an increase in the concentration of the NaCI solu­
tion should accelcrate the beginning of the contractions. I have not 
been able to find that this is true. The contractions began about 
equally late iT) at'" and a t, i, or ~ m NaCI solution. I am more 
inclined to believe that the Ca must enter into an appropriate com­
bination in the muscles, and, for that purpose, must be . freed from 
another combination which is responsible for the delay in the beginning 
of the spontaneous contractions of the center of Polyorchis in a pure 
NaCI solution. The beats of the center begin in a pure NaCI solution 
when the muscle cells of the center have had time to free an abundant 
amount of caicium from an organic combination contained in them. 
TMs might be done by a hydrolytic enzyme directly or indirectly, in 
the latter case through the influence of an acid, e.g. CO" in the muscle 
cells. This supposition has its analogue in the action of rennet in the 

'<-''7 
• 'Tt is possible that this antagonism is due to the fact that the NaCI and eao,l retard 

each other's diffusion into the cells. 
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coagulation of milk, where this enzyme seems solely concerned in ren­
dering available Ca, which naturally is held in organic combination in 
the milk in such a form as to be of no use for the process of coagulation.* 

A word maybe said in regard to the difference in the heha vior of the 
isolated center of Gonionc11lus and Polyorchis toward a pure solution 
of NaCl. The former begins to beat in such a solution almost instantly, 
the other as a rule only after a long interval. The difference may con­
sist simply in the fact that the cells of Gonionemus have from the start 
enough Ca in an available form, while this is not the case in Polyorchis. 
In the case of the former, the beats can begin immediately in a pure 
NaCI solution, while in the latter this is not possible. 

The question may now be asked, What keeps the normal heart 
heat or the normal contractions of the jellyfish going? I believe the 
conditions arc the same as those discussed in muscles, the strips of ven­
tricle, or the center of the Medusa, with this difference only, that the 
salts or ions, which according to our hypothesis are needed for that 
purpose, are all supplied from within. I am inclined to believe that 
the constant chemical changes, such as oxidations, or the production 
of CO:ll or other processes, lead also to an effect which in the isolated 
center can be brought about by certain salis, such as citrates or oxalatcs; 
namely, the setting free of Ca so that it may form dissociable colloidal 
compounds and be then either replaced by Na or K, or vice versa. It 
is possible that the CO, formed in the muscle may aid in this process. 

The margin of a jellyfish which contains the central nervous system 
contracts for a time at least, rhythmically in any solution, and cert.ainly 
in solutions of NaCI, KCI, and CaCI,. I was surprised to find that the 
addition of MgCI, to any of these solutions makes the contractions of 
the margin more normal, as I believe, in an indirect way. For successful 
rhythmical contractions it is necessary that a real relaxation follows the 
contraction. I noticed that the edge of a Polyorchis has a tendency to 
remain permanently contracted in a mixture of roo N aCI, 2 KCl, 2 CaCI" 
and this tendency finally interfered with the contractions. This effect 
is due to the Ca. I found, however, that upon the addition of MgCI, 
this tendency to a continued contraction lessened and the Medusa 
showed a more l}ormal type of contractions. 

If it be true that the process of stimulation consists in an exchange 
of Na- and K-ions for Ca-ions (or Mg-ions?), or vice versa, in the tissues, 
and that normal irritability depends upon the presence of these ions 
in definite proportion in the tissues, it is to be expected that a change 
in these proportions would alter the irritability and give the tissues 
properties which they do not possess normally, I have already mentioned 

• Loevenhart, loc. cit. 
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such an instance in the case of contact irritability which the muscle 
assumes when put into a solution of a decalcifying salt. As an example 
of abnormal sensitiveness on the part of sensory nerve endings, I may 
mention an observation on the nerve endings of the skin of a decapitated 
frog. If such a frog be suspended vertically over a dish containing dilute 
acid or alkali, so that the feet come in contact with the acid, they "\"ill be 
withdrawn. If, however, the feet be dipped into a dish of pure water, 
this will not occur; but if the feet of a frog are put for half a minute 
or a minute into a solution of AICl3 or Na-citratc, and are then put back 
into pure ,vater, the feet arc \vithdrawn immediately, in a most 
violent wuy,* which might suggest to an anthropomorphkally inclined 
observer the idea that the contact with water caused the decapitated frog 
the most excruciating pain. This experiment is the more surprising as 
the contact with the sodium-citrate or aluminium-chloride solution docs 
not as a rule cause such a reaction. This hypersensitiveness of the skin 
can be done away with by putting the fret subsequently into a normal 
or 2 n solution of cane sugar. Urea acts similarly, but not so well. 
I consider it possible that a number of cases of abnormal sensibility, 
such as accompany certain neuroses, may have their basis in a change 
in the proportion of metal proteids or soaplike compounds in a tissue. 

As far as the action of salts on motor nerves is concerned, I have 
made only the observation mentioned above, that those sodium salts 
whose ion~ are liable to form insoluble Ca compounds are liable to cause 
an increased irritability in a motor nerve. Mathews t has made a long 
series of inyestigations on the concentration at which the various salts 
produce rhythmical contractions when applied to a motor nerve. His 
results practically coincide with the statements made in regard to the 
muscles; his interpretation, however, is different. From the fact 
that lithium or potassium citrate causes the muscle to contract in a 
rather low concentration when applied to the motor nerve, he concludes 
that it is the anion which stimulates. I consider it more probable that 
the citrate in this case acts on the Ca in the nerve in the way mentioned 
above, and that this causes the stimulation. The formation of the Ca­
citrate is the essential feature, and this will occur no matter whether the 
citrate is introduced into the muscle in the form of the sodium or lithium 
salt. The nerve, however, differs from the muscle i~ that the former 
can be stimulated through the loss of water, which is not possible in 
the case of the musele. It makes no difference whether the nerve loses 
water through evaporation, or whether the water is withdrawn from the 
muscle by a hypertonic solution. According to Mathews, cane sugar and 

oil Loeb~~Ng",'$ Arrkiv. Vol. 9J, p. 248, 1902. 
t A. P. Mathews, Am. Jour. PhyJio/t"g)', Vol. 2, p. 455. 19040 
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urea will bring about this effect in a '!: solution, while for KCl this con-
2 

centration lies at ~ or!!:. Considering the dissociation of the latter 
4 5 

solution, these values do not differ very widely. 
I ~ad noticed in my experiments that those salts which produce the 

abnormal or increased irritability in muscles or nerves are identical 
with those \vhieh are commonly used as purgatives. The action of the 
purgative salts has been explained by Schmiedeberg and Cushny in 
this ·way, that these salts inhibit the absorption of liquid from the 
intestine, and the excess of fluid in the intestine causes the purgative 
effect. It seemed to me that the increase in irritability caused by these 
salts in the muscles and nerves of the intestine must suffice to favor an 
increase in the peristaltic motions of the intestine, and that this must 
cause the purgative effect. If this were correct, cathartics should be just 
as effective if given subcutaneously or intravenously as if given per as; 
and moreover, it should be possible to stop these effects by giving cal­
cium salts. MacCallum * investigated this point and found indeed that 
barium sarts or citrates, sulphates, fluorides, etc., have cathartic effects 
if injected under the skin or in the blood vessels. The quicke3t peristaltic 

effects could be produced by applying W solutions of these salts to the 

peritoneal surface of the intestine. Application of a solution of CaCl, 
or MgCl, inhibited these effects. MacCallum found, in addition, that 
the watery character of the stools in this case is due to an active secretion 
of fluid into the intestine (and not as had been assumed to a retention 
of fluid in the intestine). When he isolated an empty loop of the small 
intestine in a rabbit, it was filled in a sbort time with a clear liquid, after 
a series of drops of a sodium-citrate or barium-chloride solution had 
been applied to the peritoneal surface of the intestine. It was thus 
possible to obtain in a short time 20 c.c. or more of a perfectly clear 
fluid from the small intestine of a small rabbit. This secretion of liquid 
into the intestine could also be inhibited by CaCl, or MgCl,. 

MacCallum t showed also that the secretion of other glands can be 
accelerated by the addition of the above-mentioned salts, and can be 
transitorily retarded by the addition of Ca-salts. The same salts, e.g. 
BaCl, or Na-citrate, which accelerate the secretion of fluid into the 
intestine also accelerate the secretion through the kidneys, and this 
acceleration can be counteracted by solutions of CaCI,. We have 

... J. B. MacCallum, University of California Publications, Physiology, Vol. I, p. 4. H)o3; 
pp. 115 and 125. 190+ Am. Jour. Physiology, Vol. X. p. 101, '903; and p. 259, '904-
PjlUgw's Arrhiv. Vol. 104, 1904. 

t MacCallum, University QfCaJi(omi. Publications. PlJysioiogy. Vol. I, p. 81,19'>3. 
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already pointed out that these facts may aid us in obtaining a theory 
of secretion, i.e. an understanding of the additional forces besides osmotic 
pressure which must be at work in the process of secretion. 

It is obvious from all these observations that the salts, especially 
the Na-, K-, aIid Ca-salts, playa dominating role in the- regulation of those 
life phenomena which fall generally under the head of irritability or 
stimulation and inhibition. To give a further idea of how far-reaching 
the influence of salts in this direction is, I may mention the following 
fact: Bock and Hoffmann * found, and other authors confirmed thelact, 
that solutions of sodium salts, e.g. KaCl, NaBr, etc., when injected 
into the blood, cause glycosuria in a rabbit. It seemed to me that in 
this case, too, the accelerating effect of citrates and the inhibiting effect 
of Ca might be found. I asked Dr. M. H. Fischer, who was then a mem­
ber of the laboratory, to investigate this question. He found that it 
is necessary in this case to infuse a N aCI solution of a higher concen-

tration than i The higher the concentration the quicker, according 

to Fischer, the glycosuria ensues.t Fischer found, also, that the citrates, 
etc., act more powerfully than NaCl, and that CaCl.2 was, to a certain 
extent, able to counteract this effect of NaCl. These observations 
support the idea of Pfluger 1: that this is a case of nervous glycosuria 
produced through the influence of the salts upon certain nervous 
elements in the medulla oblongata. It is possible that through this 
influence the concentration of sugar in the blood is raised transitorily, 
while the Cae], has the opposite effect. MacCallum § has made the 
interesting observation that in this case sugar is secreted not only through 
the kidney but also into the intestine. 

If we finally summarize the results of these observations, we come 
to the conclusion that all those phenomena which depend on the action 
of muscles, nerves, or glands seem to be influenced to a large extent 
by the salts, and that especially changes in the proportion of Na or K 
to the Ca-ions in the tissues seem to affect their properties and their 
actions. The idea to which we have given preference, namely, that 
the substitution of Na or K for Cat or vice versa, in certain organic 
compounds gives rise to a contraction, may possibly have to be modified 
in detail, and undoubtedly many new facts will be required and found 
before we are ready for a final theory; but I am inclined to believe that 
the main stru.::ture will remain such as intimated in my papers in 1899 

'" Bock un!"! Hoffmann, Reichert und Du Bois-Reymond's Archiv, p. 550, 1871. 
t Fischer, University of California Publications, Physiology, Vol. I, p. 77, 1903; p. 87. 

J904i PjliJger's Arcni'll, Vo'l96. p . .113. 1903. 
§ MacCallum, University of California Publications, PkysiolPgy, Vol. I, P. uS, 1904· 
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and 1900; namely, that the normal qualities, especially the normal 
irritability, of animal tissues depend upon the presence in these tissues 
of Na-, K-, Ca-, and Mg-ions in the right proportion; that these ions are 
at least partly in combination with colloids (proteids or higher fatly 
acids or possibly carbohydrates), and that any sudden change in the 
relative proportions of these ion lipoids or ion proteids or ion carbo­
hydrates alters the properties of the tissues and gives rise to an activity 
or an inhibition of the activity, according to the sense in which the change 
takes place. Finally, I believe that the nat:lral rhythmical processes 
such as heartbeat, respiration, etc., are due to a substitution of certain 
metal ions for others, these substitutions being caused by the enzymatic 
processes going on continually, and by which, among others, metal ions 
are freed from certain combinations, and rendered available for others, 
as seems to be the case in the action of rennet in the coagulation of 
milk. We certainly understand by this hypothesis why the combina­
tion of the Na-, K-, Ca-, and possibly Mg-salts is so important for life 
phenomena, especially those of animals. 

3. THE REACTION OF LIVING MATTER AND THE R6LE 0F BICAR­

BONATES FOR THE PRESERVATION OF LIFE 

Not only the life of the aquatic animals but the life of every cell is 
passed in a solution of electrolytes. It had generally been assumed 
that the liquids in the animal tissues, as well as the Sea water, had an 
alkaline reaction, while the liquids of the tissues of plants had an acid 
reaction. This assumption was founded upon the titration method. 
Physical chemistry altered the conception of alkalinity, and measured 
it by the concentration of the free hydroxyl· ions. Hober* was the first 
to make use of the methods required to determine the concentration 
of the hydroxyl· ions in the blood, and found with the aid of gas batteries 
that the blood was slightly alkaline. His method was defective in a 
detail, and later Friedenthal,t Franckel,t Farkas, and Hober himself 
showed that the concentration of the hydroxyl·ions in the blood is not 
higher than in distilled water. Cottrell and I found the same for sea 
water. § Friedenthal showed also that the liquids of the tissues of ani· 
mals and plants are practically neutral. We therefore may draw the 
conclusion that life phenomena occur in a neutral liquid. The forma­
tion of CO~ is one of the most general processes in living tissues. Be­
sides, other acids (e.g. lactic acid in the muscle) are formed in metabo-
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lism. Respiration eliminates the CO, in part, but there would be 
danger that every organism would finally perish through its own produc­
tion of acid were these acids not constantly neutralized. This is partly 
done by the carbonates of the blood. The proteids of the blood are 
also capable of neutralizing a considerable amount of acid by com­
bining with it,* and I believe this role of the protcids in the blood should 
not be overlooked. The fact can be demonstrated in a striking manner 

by putting a frog's muscle into 100 C.C. of ox blood, to which 10 C.C !!'_ 

HCl or 10 c.c. -"- NaHO hayc been added. The muscle does not abso~~ 
10 

water in such a solution, and remains alive for several days. If the 
muscle be put into an isotonic solution of 100 NaCl, 2 CaCI 2 ) 2 KCL, to 
which the same amounts of acid or alkali are added, the muscle absorbs 
considerable quantities of \vater and dies rapidly. A third means of 
keeping the reaction of the liquids of the tissues neutral is probably 
the compensatory production of bases in the body, possibly induced by 
the acids. 

It is easy to show that marine animals are able to develop and grow 
only in such solutions as are capable of neutralizing the acids which 
might be formed. If the polyp be cut off from stems of Tubularia crocea, 
new polyps are formed in about two days if the temperature is about 
20° C. As soon as the polyp is formed, growth begins. If a solution be 
prepared of roo molecules NaCI, 2 molecules KCl, 2 molecules CaCI" 
7.8 molecules l\fgCI." 3.8 molecules MgS04 , isotonic with sea water, 
the formation of polyps occurs more slowly than in sea water, and 
growth is slight. If, however, to such a solution be added from 0.5 

m m n 
to I c.c. "8 NaHC03 or 0.1 c.c. 8 Na.,C03 or 0.2 to 1.0 c.e. of a ro solu-

tion of NaHO, regeneration and growth occur with normal velocity. t 
These three substances have the property in common that they are 
able to neutralize acids, and I am inclined to ascribe it to this peculiarity 
that they are capable of accelerating growth in Tubularians. It har­
monizes with this view that NaHCO, acts better than NaHO. If, 
however, a trace of acid instead of alkali is added to the original solution, 

growth 1S still more retarded. The addition of o. I to o. I 5 c.c. -"- HCI 
10 

solution to 100 c.c. of the above-mentioned solution suffices to suppress 

growth entirely; this corresponds to a concentration of HCI of 6;:' to 

• Bugarszky und L+~ann, Pfluger's Ardiv, Vol. 72, p. 51, 1898. Spiro und Pemse1, 
Zeitsch·for physiol. (,hunie, VoL 26, p. 233, 1898. 

t Loeb, lJiiiger's Archiv, Vol. 101, p. 340, 1904. 
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n 
10000. Similar conditions exist for the development of the eggs of a 

sea urchin, Arbacia. I found that in neutral solutions of NaCl, Kel, 
CaCl" MgCI" MgSO" the eggs of Arbacia can reach the pluteus stage, 
but that no normal skeletons are formed. If, however, NaHC0

3 
is 

added, normal skeletons are formed. Similar results were previously 
obtained by Herbst, and in this case also the NaHCO, serves for the 
neutralization of an acid. Experiments in Strongylocentrotus purpura­
ius were stilI more surprising in this respect.* \Vhcn these eggs were 
put immediately after fertilization into a van't Hoff solution (100 NaCI, 
2 KCI, z CaCI" 7.8 MgCI" 3.8 MgSO,), only few eggs went beyond the 
two-cell stage, and only very few reached the plutcus stage. If, however, 
to 100 c.e. of such a solution 0.5 to 1.0 C.C. ~ m NaHC03 were added, 
almost all the eggs went into the pluteus stage. In such a solution the 
development also occurred just as fast as in normal sea water. 

The addition of 0.1 c.c. i'Tn Na2C03 solution caused also some eggs 
to reach the pluteus stage. These plutei, however, did not live as long 

as when the bicarbonate was added. When 0.2 to 0.4 !':_ NaHO was 
10 

added to 100 c.e. of the van't Hoff solution, the majority deVeloped, but 
no skeletons were formed. We must, hmvever) take into consideration 
the fact that in such solutions, as I found, NaHO is neutralized in a few 
hours or in less than a day by the CO, of the air and the CO, formed 
by the eggs, while the formation of a skeleton occurs only after from 

forty-eight to seventy-two hours. The addition of 0.8 c.c. of a ~ 
Na,HP04 solution acted similarly to tbe addition of NaHO. 

I think these examples may suffice to show the importance of a 
regulator which is capable of keeping the solution in which marine 
animals live neutral. The same is true for the liquids in which tissues 
live; this point was investigated by Rogers in experiments on the heart 
of the crab. Here, also, the addition of bicarbonate made a great differ­
ence. This is also, as I believe, the explanation of the fact that Ringer's 
solution is improved through the addition of a trace of NaHCO,. Gaulet 
Was the first to point out the necessity of neutralizing the acid formed in 
the heart if we wish to make it beat in an artificial solution. In fresh­
water animals, Wolfgang Ostwald made the interesting observation that, 
if Gammarus be put into a salt solution of a comparatively high osmotic 
pressure, life could be prolonged considerably by adding NaHCO, 
to the solution. H~ was able to show that without the addition of the 

'" Loeb, IJIiiger's Archiv, Vol. 103. p. 50~. 1904· 
t Gaule, Du B()is-Rtymond's Arckiv. p. 291, 1878. 

H 
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bicarbonate, the hypertonic solution was rendered' acid by the 
animals.* 

During some of the above· mentioned experiments Osterhout and I 
found that marine algre under the influence of light make the sea water 
slightly alkaline, while in the dark they do not act in this way. They 
produce also this alkalinity under the influence of light in a solution of 
NaC!, KCl, CaCl" which shows that the act of assimilation is accom­
panied by the excretion of a base. It is possible that this is one of the 
means by which the reaction of the ocean is kept neutral in spite of the 
animal life. It is also possible that this is one of the reasons why ani­
mals keep better in a well-lighted aquarium if green plants are added. 

Acids as well as alkalis act as poisons in comparatively low concen­
trations. The toxic concentration for acids is generally much smaller 
than for bases; the toxic effects are not altogether in proportion to the 
concentration of the H- or HO- ions. Organic acids as a rule are more 
toxic than should be expected from their degree of dissociation. A very 
weak base like NH,OH is for Gammarus (possibly for many organisms) 
morc toxic than NaHO, while tetramethylammonium hydroxide is 
less toxic. t This indicates that in the case of ammonia the' NH3 is 
responsible for the toxic effects, and not the HO- ion. This is supported 
by the fact that NH,Cl is more toxic for animals than NaC!, and almost 
as, if not slightly more toxic than KCl. By way of digression r may 
remark that, contrary to a possibility I had considered for some time, I 
have reached the conclusion that the toxic effects of electrolytes are 
determined by chemical reactions and equilibrium conditions, and not by 
the ,electric charges of the ions. 

4. ELECTRICAL STIMULATION 

In plants, electrical stimulation plays no rOle, and the same may 
be said to be true for those phenomena in the life of animals which they 
share with plants, e.g. cell division. From all we know cell division 
cannot be called forth or controlled by the galvanic. current; but the 
galvanic current is an excellent stimulant for the functions of those 
tissues which may be considered characteristic of animals alone; 
namely, muscles and nerves. It is perhaps more than a mere acci­
dent that in this respect the efficiency of Na- or K- and Ca-salts and 
the electrical current coincide. 

We have seen in the third lecture that the solid parts of living tissue 
consist of colloids which are nonconductors, while the liquids are col-

• Wol{g.atifOstwaJ~ PjliJgrr's Archiv, VoL 106, p. 568, 1905. 
t Not yet published. 



ELECTROLYTES IN LIVING MATTER 99 

loida! solutions which contain also salts. It is obvious that such a 
system can act only as a liquid conductor in which the current is carried 
by the dissociated ions or such colloidal particles as possess an electric 
charge. The concentration of the colloidal particles is very small 
compared with that of the electrolytes in solution, so that for the con­
duction the latter are mainly or practically exclusively responsible. 

When a constant current is sent through a nerve-muscle prepara­
tion or through a muscle, two kinds of effects are to be considered: 
the one effect shows itself only at a rapid change in the intensity of the 
current, and consists in a twitching of the muscle. The second effect 
shows itself throughout the whole duration of the current, and consists 
in an increase of irritability at the cathode and a decrease at the anode. 
It can be shown that the twitching originates on the making of the cur­
rent at the cathode and on the breaking at the anode. The two effects 
of a current are therefore different at the two poles. 

When a current goes through a liquid conductor its work consists, 
first, in the pulling of the ions through the liquid to the electrodes, and 
second, in the withdrawal of the charges from the ions and the trans­
formation of the latter into uncharged atoms at the electrodes. The 
question arises as to which of the two effects of the current the physio­
logical actidbs are due: to the increase of the concentrations of ions 
at the electrodes, or to the withdrawal of their charges. I believe 
that this question can be decided for the twitchings in favor of the idea 
that the twitchings are due solely to the increase in the concentration 
of the ions at one pole, and not to the loss of the charge of the iQns. 

It had been known for a long time that the galvanic current can 
only cause a twitching in the muscle, when it goes lengthwise through 
its nerve j while its effect diminishes or becomes zero when it travels 
crosswise through the nerve. lob 

have shown that the same is -<j? 0-­
true when the nerves are stimu-
lated by induction.* Let a 
and b (Fig. 16) be the elec­
trodes of a Toepler-Holtz ma­
chine, and cd the nerve of a 

FIG. 16. 

nerve-muscle preparation of a frog; the prepalOltion is placed on an 
insulated glass plate. If cd is parallel to the spark discharge and at 
not too great a distance from it, the muscle twitches every time a spark 
passes between a and b. If, however, this nerve is put at rigbt angles 
to the spark discharge and symmetrical to the two electrodes, but 
equally near or even a little nearer to it than before (Fig. '7), no twitch-

• Loeb, Pjliigers Ardiiv, Vol. 67. p. 4083. 1891; and Vol. 6g, p. 99. 1897· 
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ing or a much weaker one occurs when a spark is produced. The samf 
effect can be produced when a Rumkorff induction apparatus is usee 
in place of a Toepler-Holtz machine. 

The explanation of the experiment is as follows: let us aSSUffi( 

that at a given moment the electrode a (Fig. 16) be charged positivel} 

+ 
+ 

---b

Q
0---

and b negatively; in this case tht: 
nerve will possess at c a negative, a1 
d a posi6ve charge. As soon as thE 
spark passes, the charges in the ncrvt 
will disappear also; a current will gc 
lengthwise through the nerve, and ;:; 
twitching ,vill result. If, however, tht 
nerve is placed at right angles to tht: 
spark discharge and symmetrical ir: 
regard to the two electrodes (Fig. 17), 
the current must go cross"\visc througr 

the nerve, and no effect or only a minimal effect ensues. In this experi­
ment no electrical charges arc ,vithdrawn from the ions, and the only 
eITect of the current exists in a change ill the concentration of the iom 
at vurious places in the ncrye. Since, however, in this case of stimula­
tion of the nerve by induction, the effect is the same as in the case of a 
direct application of the electrodes to the ncrYr:~) we must draw the con­
elusion that in the latter case also the change of concentration is suffi­
cient for the physiological effect, and that the withdrawal of the charg< 
from the ion canDot be the cause. 

Nemst has tested the idea that the electrical current only stimu­
lates the nerve by bringing about changes in the concentration of ions 
at various places in the ncrves.* It had been known for some time 
that the interrupted current is an excenent medium for stimulating 
nerves or muscles, and it was also generally known or accepted that 
alternating currents produce only weak effects when the number oj 
alternations becomes very high. Quantitive determinations had also 
shown that the minimum intensity of an alternating current which is 
required to bring about tetanus, increases with the number of alterna­
tions. These facts N ernst used as a starting point to test the idea that 
the current acts only by changing the concentration of ions at the place 
of stimulation. "According to our present knowledge, the galvanic 
curr~nt cannbt prodw::e in a tissue, i.e. a purely electrolytic conductor, 
any other effects than displacements of ions, i,e. chllUges of concen­
tration; we therefore conclude that the latter must be the cause of 
the physiological ..wects. In the case of an alternating current, changes 

.. Nernst, Nackrickten de,. Gescllschaft tin- Wisww::ha!len zu G'ottingtnr p. 1041 1&)9. 
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of concentration occur whose sense changes with the direction of the 
current. \Vhen their average reaches a definite value, the physiological 
effect becomes noticeable and the threshold is reached. 

"It is possible to calculate the average changes of concentration 
without making excessively specific assumptions. We know that in 
tissues the composition of the watery solution which acts as the elec­
trolytic conductor is not everywhere the same, and especially that it 
is different inside and outside the cells. Semipermeable membranes 
prevent the equalization by diffusion and only at such membranes can 
changes in the concentration be produced by the current. In the in­
terior of a homogenous solution, the current cannot produce such an 
effect, as in each instance just as many ions migrate into such an ele­
ment of volume as leave it. At the semipermeable walls, changes of 
concentration must occur, inasmuch as the current carries salts to such 
a membrane which blocks their further motion. Such salts as are 
able to pass through the membrane undertake the conduction of the 
current through the membrane. The seat of the electrical stimulation 
must therefore be at the latter. 

" If a current of the density I carries the quantity v of 83.1t to the 
membrane, a migration of the salt away from the membrane must occur 
through diffusion. The average change of concentration at the mem­
brane depends therefore upon the antagonistic effects of the current 
and diffusion." * Nernst developed the equations for this process (ac­
cording to a method by Warburg), which show that the intensity of an 
alternating current, which is just sufficient to produce a stimulating 
eifect, must increase in proportion to the square root of the number 
of alternations in the second. Nemst tested this theory experimen­
tally in cooperation with Von Zeynek and Barratt, and found it true 
for alternations from 100 to 2000. This proves that the experimental 
data agree with the assumption that the electrical stimulation is due 
to a change in the concentration of ions in the living tissues. Such 
changes occur wherever the progress of ions is blocked, and this may 
be at the limit of each individual surface film of protoplasm. In some 
cases it may be at the surface of the protoplasmic layer of a cell, in 
other cases, such blocks may occur inside a single cell. 

Nernst's experiments were concerned only with the physiological 
effects of alternating currents, and he does not discuss the effects of con­
stant currents. While a constant current is passing through a nerve 
or muscle, the latter generally remains at rest. As long as the current 
continues to pass tlirough, new ions must be carried to the poles. It 
is difficult to understand why this should not result in any motor effect; 
here is a gap which needs to be filled . 

• Nernst und Barratt. Ztitrck. fUr Ekctrodumie. Vol. 10. p. 664. lQ04. 
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It is of the greatest importance that the stimulation at the making 
of a current occurs at the cathode, as this indicates that an increase in 
the concentration of the cations is responsible for this result. On 
account of the fact that the migration yclacity of the potassium ions 
is greater than that of the other cations in the muscle, it might appear 
as though the latter were responsible for the stimulating effect at the 
cathode at the making of the current.* If the current is broken, the 
stimulation occurs at the anode. It has been suggested by Griitzner 
that the effect of the breaking of a current 1s in reality due to a current 
of polarization which, of course, has the opposite direction from the 
polarizing current. In this casc, too, the stimulating effect at the 
anode at the breaking of a current is due to an increase in the concen­
tration of the cations. 

While a constant current is passing through a nerve, a region of 
increased irritability exists around the cathode. I pointed out four 
years ago that such a condition can be produced in the nerve by treat­
ing it with a salt which precipitates or diminishes the concentration of 
the calcium ions, e.g. sodium-oxalate, -citrate, -fluoride, -carbonate, 
etc. It is not impossible that a substitution of K for Ca, or vice versa, in 
ion-colloids actually occurs at the cathode, while a constant current ft.ows 
through the nerve. At the anode we must expect, and we find, a de­
creased irritability. Until quite recently the phenomena of catelectrotonus 
and anelectrotonus, and perhaps the effects of the current in general, 
were explained on the basis of antagonistic physiological processes 
being aroused by the current, one being called assimilation, the other 
dissimilation. As it is impossible to connect an adequately definite 
chemical idea with these terms, it is useless to discuss this view. It 
is obvious that those who used these terms did so under the impression 
of the since refuted notion that a metallic conduction occurs in living 
tissues, and that therefore a current can directly break up chemical 
compounds in the nerve or muscle; while we now know that the disso­
ciation exists before the current starts. 1ioreover, the above-mentioned 
experiments on the effects of induction on the nerve show that even 
without any charges being withdrawn from the nerve, and without 
any secondary chemical effects, the stimulation occurs. This shows 
that the secondary chemical reactions at the poles, due to the trans­
formation of the ions into atoms, have nothing to do with the stimu­
lating effects of the current. I believe that for these reasons it is 
advisable to -discontinue the assertion that the current causes dissimi­
lation at the one aild assimilation at the opposite pole of a cell. 

It seems to be a general law that wherever the constant current 
• I ~ed this possibility in my lectures five years ago. 
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has any effect whatever, the stimulation occurs at the cathode. As 
far as Infusorians are concerned, it is generally stated that the stimu­
lation occurs at the anode; but this statement is nevertheless wrong, 
as Dr. Bancroft has recently shown.* If a constant current goes 
through a Paramoxium, the effect is that the position of the cilia on 
the side of the cathode is altered, while on the side of the anode the 
cilia retain thci; normal position, provided the current is not too strong. 
The abnormal position of the cilia on the side of the cathode consists 
in their free end pointing toward the oral end of the ParamcEcium. 
It can be shown that this is the position of the cilia which is produced 
by any kind of stimulus, mechanical or chemical. Budgett and I have 

shown that if a Paramaxium be put into ~ solution of Nael (or any 

sa!t), the Infusorian moves backward. This is due to the fact that the 
salt causes a change in the position of the cilia, the latter pointing with 
their free end forward instead of backward. If a constant current 
is 5ent through a Param<Ecium, this change in the position of the cilia 
occurs at the cathode end, while at the anode end no such change 
occurs. It is therefore obvious that if we speak of the stimulating effect 
of a constant current upon an Infusorian, we should state that this 
stimulation occurs at the cathode side of the Infusorian. The opposite 
statement is due to an observation made by KUhne; namely, that Acti­
nospluerium, a Rhizopod, when subjected for some time to a constant 
current, begins to disintegrate on the anode side. t This effect he called 
a stimulation, or even tetanus. Maxwell and I, however, pointed out 
long ago that this is merely a play on words, inasmuch as these .phe­
nomena of disintegration (cytolysis ?) observed by KUhne are caused 
by electrolysis and are not necessarily connected with the stimulating 
effect of the current. This is corroborated by observations made by 
Budgett and myself.t 

Not only muscular contractions but phenomena of secretion can 
also be produced by a current. When a current is sent through a 
trough filled with water which contains an A mblystoma, a secretion 
of whitish mucus appears on the skin wherever the outside of the 
latter is struck by the current curves emanating from the anode (Figs. 
18 and 19). § Here we have also apparently an anode effect of the 
current. This effect depends partly, at least, upon a stimulation of the 
central nervous system, and we do not know whether the stimulation 
is anodic or cathodic. It may be that the influence of the central 

; ~·ii~e~u:;:,.,;;!,fu~;;su1::~; ~:;io;~1;!~ ~~d 'Jt?Contractil£tat. Leipzig, 1864-
l Loeb und Budgett, J1iiig~rs Ard,iv, Vol. 65. p. 518, 1879. 
§ Loeb. PJiug~"'s ArcMv. Vol. 65, p. 308, 18g6. 
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nervous system consists only in causing a contraction of muscular or 

FIG. IS. - The secretion of mucus on the skin of Amblystoma under the influence of a constant 
current. The animals were kept in a trough of water through which a current passed. The 
current lines were straight and parallel with the longitudmal axis of the animal. The black 
dots inrncate the spots where the secretion of mucus appeared. The drawmg shows that the 
glands secrete at the anode side of the animal where the current Jines cut its suriace. 

contractile elements which result in the contents of the mucous glands 
being squeezed out. The secretion is partly, however, a direct effect of 

the current on the skin, and results finally in the 
disintegration of the latter. In this case we may be 
dealing with an electrolytic effect due to secondary 
chemical reactions. Budgett and I found that these 
anodic effects of the curren I on Infusorians and 
Amblystoma can be imitated by applying NaHO 
to these organisms. Whatever the cause of the 
secretion may be, we are not justified in identifying 
the disintegration of an Infusorian or the skin of 

+ an A mblysloma with the tetanus of a muscle. 
It is not oUr intention to give mOre than the 

general idea of irritability and stimulation. Besides 
chemical and electrical stimulation, mechanical stimu­
lation plays an important r6le. When a nerve has 
bet-'Il put into a decalcifying solution for some time, 
or has lost water, it becomes extr~me1y sensitive to 
slight mechanical agitation. When a nerve reaches 

FIG. 19. - The same 
experiment 'lS in 
Fig. 18 carried out 
with pieces 01 
Amblystoma. 

the climax of i*sensitiveness, it suffices to knock on the table that 
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supports the stand with the nerve to bring about a twitching of the 
muscle. If we may be guided by physical analogies, - which 
however, are not absolutely reliable, - this mechanical stimulation 
might be compared with the effect which a mechanical agitation has, 
under certain conditions, upon an oil drop on the surface of a Na2C0

3 

solution. In this case it may lead to a dissolution of a solid soap 
film on the surface, or to an alteration of the surface, by bringing new 
particles of both liquid media in contact. Thus phenomena of spread­
ing may be provoked by a slight mechanical agitation. Mechanical 
stimulation is much more effective in nerves than in muscles. 

As a rule, heat is also mentioned as a stimulant though nobody 
uses this form of energy for this purpose. The term" stimulation by 
heat" is a misleading phrase, as we shall see presently. 

It appears from the foregoing that by the word "stimulation" we 
mean a process which is unknown to us, which, however, seems to con· 
sist after the data given in this lecture in the substitution of Na- or K~ 
ions for Ca, or vice versa, in some colloidal (proteid or lipoid) compound 
of the muscle or nerve, whereby some physical qualities of the colloidal 
substances are changed. 



LECTURE VI 

THE EFFECTS OF HEAT AND RADIANT ENERGY UPON LIVING 

MATTER 

1. EFFECTS OF HEAT 

IN discussing the effects of heat or temperature upon life phenom­
ena, we meet with the difficulty that heat influences living matter 
in two ways; namely, chemically and physically. In chemical re­
gard the temperature influences the reaction velocity most powerfully, 
and in physical regard it influences the viscosity of the liquids of the 
cell (colloidal solutions) and their state of matter (coagulation, gela­
tion). In studying the influence of temperature upon life phenomena 
we must keep these two effects apart. 

There is an upper temperature limit at which all organisms can be 
killed; it is generally assumed that in this case death is due to the 
fact that certain proteids are coagulated by heat, and this process is not 
reversible. Setchell bas ascertained that in hot springs whose tem­
perature is 43() C., or above, no animals or green algre are found.* 
In hot springs whose temperature is above 43° he found only the 
Cyanophycae, whose structure is more closely related to that of the 
bacteria than to that of the algre, inasmuch as they have neither 
definitely differentiated nuclei nor chromophores. The highest 
temperature at which Cyanophycete occurred was 63° C. Not all the 
CyanophycaE were able to stand temperatures above 43° c., but only 
a few spedes. The other Cyanophycece are found at a temperature 
below 40° C., and were no more able to stand higher temperatures than 
the real algre or animals. The Cyanophyce(E of the hot springs were 
as a rule killed by a temperature of 73 0. From this we must con­
clude that they contain proteids whose coagulation temperature lies 
above that of animals and green plants, 'and may be as high as 73°. 
Among the fungi many forms can resist a temperature above 43° 
or .:5°; the spores' can generally -stand a higher temperature than 
the vegetative organs. Duclaux found that certain bacilli (Tyrothrix) 

• wfIIIp Setchell, Scimce, N. S., Vol. 27, p. 9J4, 1903. 
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found in cheese are killed in one minute at a temperature of from 80· 
to 90° i while for the spores of the same bacillus a temperature 
of from 1050 to 1200 was required.* 

Duclaux has called attention to a fact which is of importance for 
the investigation of the upper temperature limit for the life of organ­
isms. According to this author it is erroneous to speak of a definite 
temperature as a fatal onc, instead we must speak of a deadly tem­
perature zone. This is due to the fact that the length of time which 
an organism is exposed to a higher temperature is of importance. Du­
claux quotes as an example a series of experiments by Christen on the 
spores of the bacilli of the soil and of hay. The spores were exposed 
to a stream of steam and the time determined which was required at 
the various temperatures to kill the spores. 

It took at 100· 

IOS-IIOO, 

" lISo 

" 125~I300. 

" 135 0 

" 1400 

over sixteen hours. 
two to four hours. 
thirty to sixty minutes. 
five minutes or more. 
one to five minutes. 
one minute. 

In warm-blooded animals 45· is generally considered a temperature 
at which death occurs in a few minutes; but a temperature of 44°, 
43°, or 42° is also to be considered fatal with this difference only, that 
it takes a longer time to bring about death. This fact is to be con­
sidered in the treatment of fever. 

It is generally held that death in these cases is due to an irreversible 
heat coagulation of proteids. According to Duclaux, it can be directly 
observed in microorganisms that in the fatal temperature zone the 
normally homogeneous, or finely granulated, protoplasm is filled with 
thick, irregularly arranged bodies, and this is the optical expression of 
coagulation. The fact that the upper temperature limit differs so 
widely in different forms is explained by Duclaux through differences 
in the coagulation temperature of the various proteids. It is, e.g. 
known that the coagulation temperature varies with the amount of 
water of the colloid. According to Cramer, the mycelium of Peni­
cillium contains 87.6 water to 12-4 dry matter, while the spores have 
38,9 water and 61.1 dry substance. This may explain why the myce­
'Hum is killed at a lower temperature than the spores. According to 
Chevreul, with an increase in the amount of water, the coagulation 
temperature of a.lbuminoids decreases. The reaction of the proto-

• Duculax, Tt'aiti de mi(t'o~ologit, Vol. I, p. 280, 1898. 
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plasm influences the temperature of coagulation, inasmuch as it is 
lower when the reaction is acid, higher when the reaction is alkaline. 
The experiments of Pauli show also a marked influence of salts upon 
the temperature of coagulation of colloids. 

The process of heat coagulation of colloids is also a function of 
time. If the exposure to high temperature is not sufficiently long, only 
part of the colloid coagulates; in this case an organism may again 
recover. vVe gain from these experiments a further -confirmation of the 
idea expressed in an earlier lecture, that the process of coagulation or 
gelation may not be a purely physical process, but the outcome of a 
chemical reaction. 

When we analyze the effects of heat upon life below the upper fatal 
temperature zone, we must first realize that the velocity of chemical 
reactions is raised to two or more times its original amount, whenever 
the temperature advances 10° C. (van't Hoff and Arrhenius). This 
holds good for the reactions in living organisms as well as for non­
living, as may be seen from the following table concerning the influence 
of temperature upon the CO2 production by seeds of lupines: 100 gr. 
of seeds produced in one hour according to Clausen,* the following 
number of milligrams of CO,:-

TEMPERATl'RE CO, PRODUCED 

7·27 
13.86 
,8.1I 
34·37 
43·55 
58.76 
85.00 

100.00 
I15·go 
104.45 
46.20 

17·70 

We see that below the temperature of 40° the amount of CO, is approxi­
mately doubled for every rise of 10° in temperature. Above this 
temperature, however, the amount of CO, diminishes rapidly with any 
further increase of the temperature. This is very generally observed 
in enzymatic processes, and may be due to the fact that the enzyme 
itself undergoes hydrolysis, which of course follows the temperature 
law of van't Hoff and Arrhenius; t or it may be that the enzyme 
unde,rgoes heat COBgIllation (or a process of clumping), by which 

• Quoted arter ~ uctures on Physical Chemistry for Physiriam and Biologists, 
New York, 1902. 

t Tammane, Znu~~,. pnysikal elumit, Vol. 18, p. 426,1895. 
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the reaction area between enzyme and fermentable substance is 
diminished. The question arises, Can we show that certain life phe­
nomena are a direct function of a reaction velocity? In my book on 
the Comparative Physiology of the Brain, I expressed the idea that 
the rhythmical contractions of the jellyfish, of the heart, and perhaps 
in general, are a function of enzymatic processes. It seemed to me 
that this idea could be put to a test, since in case it were true, the 
rate of heartbeats should vary with the temperature, according to the 
figures found by Arrhenius for the influence of temperature, upon re­
action velocity, i.e. we should find that with a rise of temperature of 
10° C. the rate of heartbeats should at least double. At my request 
Mr. Snyder undertook experiments in this direction on strips of the 
ventricle of the tortoise heart. He found, indeed, that inside the tem­
perature range of from 5° to 30° C., the number of heartbeats is about 
doubled for every rise of temperature of 10° C. The strips of the ven­
tricle were kept in a moist chamber, which was submerged in a water 
bath of constant temperature. The contractions of the strips were 
recorded in the usual way I will give as an example the records of 
six experiments.* The hearts of six terrapins were put into moist 
chambers, and the latter were kept at a constant temperature for two 
hours and forty minutes. Two strips were kept at a ten:perature of 
100 C., two at 200 and two at 30°. The average number of heartbeats 
was determined for every five or ten minutes. The left vertical column 
of the following table gives the time in minutes, the other vertical 
columns gives the average number of heartbeats for each heart at that 
time. 

TIMB T= 10O T=20O T=300 
MINUTltS HEART! HBART2 HEART 3 H<ART. HEART 5 HEAlIT6 

9·5 9·5· 21·S 21 48 48 
10 7 9 21 24 48 44 
15 6·7 8·7 19 18 48 40 
20 7 8.2 19 16·5 41 
30 7 7 16 14 
40 6·5 7·9 '5·5 '5·5 
50 6·5 7·9 13·5 16 
60 6.2 7·4 13 'S 
80 6.2 6.8 II '4·5 

100 6,5 7.1 10 10 
120 6·4 6.6 8 10 
140 6·5 6 8 9 
160 6·5 5·9 7.6 9 

Other experiments gave similar results. The experiments show that 
the influence of temperature upon the rate of contractions in different 

• c. D. Snyder, University of California Publications, Pltysio/cgJ', Vol. 2, p. 125. 1905· 
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hearts is practically the same, and that a rise of 100 C. increases the 
rate to a little more than twice the original figures. It was found that 
temperatures above 25° C. injure the heart rather soon, and for this 
reason the rate of contraction was regular at a temperature of 300 C. 
for the first fifteen or twenty minutes only. 

These experiments show that the heartbeat is caused by chemical 
processes which go on constantly. O. Hertwig * has made experi­
ments on the influence of temperature upon the time required for the 
development of the eggs of the frog. He compared the time required 
to reach three successive stages in the development at the tempera­
tures of 6°, 10 0

, ISO, 20°, and 24°, The temperatures were not kept 
perfectly constant. From Hertwig's results E. Cohen calculated t that 
the influence of temperature followed the law of van't Hoff and 
Arrhenius. 

When the temperature of the protoplasm becomes sufficiently low, 
e.g. approximately 0 0 C., the velocity of the chemical reactions becomes 
so small that the manifestations of life cease. Cold-blooded animals 
can at any time be revived from this condition of latent life by raising 
their temperature. The lack of water acts similarly to a low tempera­
ture. This is the reason why seeds can be kept alive so long. Lack 
of water may reduce the reaction velocity of the hydrolytic processes 
in seeds at ordinary temperature so considerably that it may become 
practically zero. 

The question may be raised whether lowering of the temperature 
can ever kill an organism, or whether there exists a low temperature 
limit for life phenomena. From our viewpoint the criterion for death 
is the nonreversibility of the changes brought about by the agency 
in question. We must therefore ask, Does lowering of temperature 
bring about irreversible changes in the prowplasm, as does a raising of 
the temperature? The answer seems to be that for many cold-blooded 
animals there is no lower temperature limit in the sense of our defini­
tion, and if de~th occurs at a low temperature, it is due to secondary 
and entirely accidental effects connected with the freezing of the water 
in the cells. It is known that the formation of ice crystals in the cells 
may mechanically injure and kill them. This seems to be the case in 
the freezing of plants. Another accidental irreversible change is con­
nected with the thawing of animals that have heen frozen. It seems 
to be certain that a frog after being frozen cannot be brought hack to 
life again if the temperature is raised suddenly, while it may live if 
allowed to thaw sloWly. Barring these two secondary and mechani-

• O. Hertwig. Arcki'lJ fUr Mikroskop. Ana/omie und Entwickelu1l{fSgesckidt/e, Vol..Sl, 
p. 319. 18g8. t E. Cohen, /oc. iit. 
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cal complications, the lowering of temperature does not seem to bring 
about irreversible changes in the condition of protoplasm, which are 
incompatible with life. This seems to be in harmony with the fact 
that living matter contains no colloidal solutions which are transformed 
into irreversible gels by cooling. Gelations which are brought about 
by cooling seem to be, in general, reversible processes, e.g. the gelation 
of gelatine. 

Experiments made recently by Pic!e! and others show that various 
cold· blooded animals and bacteria may be cooled to very low tem­
peratures without being killed. Many, possibly most, warm-blooded 
animals seem, however, to behave differently. If their blood is cooled 
for some time to a temperature of ISO C. or below, they cannot again 
recover. If this fact which is generally stated is correct, it shows that 
in the warm-blooded animals a reversible, fatal change occurs at 
such a lowering of their temperature, although we have not the slight­
est conception which substance or variable is responsible for this re­
sult. It is interesting that, according to Setchell, the Cyanophycere of 
the hot springs also die when suddenly brought into water whose 
temperature is below 40°, It is possible that we are dealing in this 
case also with some secondary effect connected with the lowering of 
temperature. 

The variables thus far mentioned do not yet exhaust the range of 
possibilities in which temperature influences life phenomena. The 
coefficient of partition of one substance between two others may vary 
with the temperature. This is the case, e.g. for the coefficient of par­
tition of chloralhydrate between oil and water. This coefficient in­
creases with the temperature, which means that with an incr~asing 

temperature more chloralhydrate will leave the watery liquids of the 
body and go into the tissues which are rich in fat, e.g. nervous elements. 
In consequence of this fact a frog which is poisoned with chloralhy­
drate at room temperature may become normal again upon cooling, 
as chloralhydrate must in this case go from the nervous elements into 
the watery liquids of the body. The following fact belongs possibly 
in the same category. It is known that decapitated frogs show an 
increase in irritability when kept for some time on ice. If the reaction 
velocity were decisive for the reflex irritability, it should be expected 
that, with an increase in temperature, the irritability would increase. 
Could it be possible that in this case the coefficient of partition of some 
toxic or inhibiting substance formed in the body varies in the same 
sense with the temperature, as in the case of chloralhydrate? If this 
were the case the.fact might become intelligible that with decrease in 
temperature the reflex irritability is increased. 
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There are, however, a number of biological effects of temperature 
for which we cannot yet indicate the physical or chemical variable. It 
is generally known that in many hibernating northern chrysalids the 
velocity of metamorphosis is increased if the chrysalids are exposed 
for some time to a temperature of 0°. This fact is possibly related 
to the experience, that treatment with ether can hasten the develop­
ment of buds and plants. An equally puzzling effect of heat is the 
influence a low temperature has upon the production of wings in Aphides . 
.'I.s long as the temperature is high and the moisture sufficient, plant 
lice are wingless; but if the temperature be lowered, wings begin to 
grow. In this case the !mvering of temperature favors the growing of 
an organ, an effect which is rather paradoxical in view of the fact that 
the phenomena of development seem to be plainly a function of the 
reaction velocity of underlying chemical processes. 

The late Dr. Greeley * showed that a certain group of Infusorians, 
Monas, can at any time be caused to form spores by exposing them for 
a short time to a low and afterward to a higher temperature. Forms 
of irritability can also be varied through the influence of temperature. 
I have shown that positively heliotropic Copepods can be made nega­
tively heliotropic by raising the temperature, and negatively helio­
tropic Copepods can be made positively heliotropic by lowering the 
temperature. This will be more fully discussed in the next lecture. 
In passing I may mention that certain changes - seasonal variations­
can be brought about by changes in temperature. t 

2. GENERAL EFFECTS OF RADIANT ENERGY UPON LIVING MATTER 

The electromagnetic theory of light has led to the idea that there 
must exist besides the already known ether waves other waves on both 
sides of the scale. Hertz discovered the method by which we can 
experiment with ether waves of several centimeters or more with the 
same certainty as was before possible with the shorter waves, which 
are able to produce sensations of heat or light. The question had to 
be put whether or not Hertzian waves had any physiological effect. 
I made eight years ago an extended senes of investigations on this sub­
ject, and the first experiments seemed to speak in favor of the idea that 
the Hertzian waves have effects upon the nerves; but I was able to 
show by a closer analysis that these apparent effects of these waves 
were not due to the oscillatory character of the discharge, and that 
the s;une results could be brought about by nonoscillatory .discharges.t 

• A. W. GTeeley. Blo\ogical Bulleti.n. V()l. 30 p. 165, 1902. 
t Wolfgang Ot;twakl, Zeitse4.fiJr Enlwickel,mgsmecllanik, Vol. J8, p. 415,1904-
• Loeb. Pjl~r' 4ftiv, Yol. 67. p. 4830 '897; and Vol. 69, p. 99, '897· 
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If we wish to study the physiological effects of ether waves, we may 
therefore confine ourselves to the waves of shorter length. Among 
these waves those are especially interesting for us whose length is 0.8 p. 
and less, inasmuch as these waves affect our retina, and produce those 
chemical effects in green plants which make assimilation in these planis 
possible. 

Among the various known effects of these waves two are of impor­
tance for us j namely, the photochemical effect and the radiation 
pressure. The latter seems to be of great importance as far as C05-

mical phenomena are concerned, as Arrhenius has shown; but I do 
not believe that they play any role in life phenomena, as Riidl seems 
to assume,* who believes they are responsible for the heliotropic 
effects of light. This view is, as I believe, contradicted by the fact 
that radiation pressure is independent of the wave length, while 
the heliotropic effects are eminently a function of the wave length. 
This latter influences, however, the photochemical effects, and for this 
reason it seems advisable to consider the possibility that the biological 
effects of light are indirectly chemical effects. It seems that every 
chemical reaction which is influenced by ether waves at all can be 
influenced only by waves of a definite, limited period. As in this case 
radiating energy is transformed into chemical energy, the light waves 
can have no effect unless they are absorbed. We find indeed that in 
all cases only such light waves produce a chemical or biological action 
as are absorbed; but the reverse statement, that wherever in an organ­
ism an absorption of light occurs (e.g. in pigment spots) a biological 
effect must be produced, is not correct. 

In order to give an idea of the possible chemical effects of light, a 
few instances may be quoted. Ultraviolet rays cause the formation 
of ozone from the oxygen of the air, as can be beautifully demonstrated 
with the aid of the Heraeus mercury quartz lamp. According to Vogel, 
violet rays cause the oxidation of guaiacum and give it a blue color, 
while red rays reduce it and make it appear yellow. The oxidizing 
and reducing effects of light seem to be of special physiological im· 
portance. Thus Duclaux attributes the well·known sterilizing effect 
of light upon bacterial cultures partly, at least, to the formation of acids 
which are produced by the light in the nutritive medium. He has 
shown that fats are oxidized and hydrolized tinder the influence of 
light, and that the acid thus formed acts antiseptically. According 
to the same author, sugars are oxidized in an alkaline medium by light. 
Hydrogenperoicide is also found among the products formed under 
the influence of light in culture media . 

... Radl, Untwsucllungm iWtr den Phototropismus tkr Tkitrt. Leipzig, 1903-
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It is perhaps of special biological significance that the oxidation 
of many dysoxidizable substances occurs more rapidly in the light than 
in the dark. Schonbein and recently Jorissen have shown that alde­
hydes arc oxidized more rapidly in the light than in the dark; the 
same is true for oil of turpentine. According to Richardson and For­
teg, amylalcohol is oxidized quicker in light than in the dark. Bod­
lander is inclined to attribute these effects of light to a dissociation of 
oxygen; his assumption is based upon the electromagnetic theory 
of light.* 

It is a common biological conception that the occurrence of pigment 
in animals or plants bears a close relation to biological effects of light; 
we may perhaps for this reason quote an observation which bears on 
this problem. The observation was made by H. W. Vogel. t The 
silver salts and especially the bromide of silver of common negatives 
arc preeminently sensitive for rays between blue and ultraviolet. If, 
hQ\vcver, eosin or cyan in is added in traces, the maximum of the photo­
graphic effect moves toward the side of the longer waves in the spec­
trum. 

After this preliminary orientation we shall discuss briefly the bio­
logical effects of light. The most important biological role of light 
lies in the assimilatory activity of green plants. The transformation 
of the CO2 of the air into sugar (and starch) in the green plant occurs 
only under the influence of light. This assimilation occurs in chloro­
phyll granules (or on their surface) inside the cells of green plants (or 
certain animals). All attempts thus far made to separate a substance 
from the chlorophyll "\hich is able to form sugar from the CO, of the 
air have failed.t Narcotics like ether and chloroform which inhibit 
the motor activities of the cell also inhibit the chlorophyll action. (This 
indicates also that the narcotics have another action than a mere physi­
cal one, as Overton assumes. ) Yet it is not unlikely that in respect to 
chlorophyll, a similar experience will be made to the one made in regard 
to zymase; namely, that mere technical difficulties at present prevent 
the isolation of the assimilating catalyzer in the chlorophyll granules 
from the living cell. 

The chemical side of the process of assimilation is unknown. Baeyer 
suggested that from H,CO, at first formaldehyde, HCOH, is formed 
which by polymerization yields C,H"O,. Hoppe-Seyler § expressed 
the idea that chlorophyll undergoes first a combination with H,CO, 

• Bodlandcr, Uehu.langsame Verhrennung. (Ahrens' Sammlung c!umiscke,. "nd 
durdsch-tedmischtr l'tWiriigt), Stuttgart, 1899. 

t I quote after Ostwald's Crundrt'ss der flilgenl. Clum;r. 
t R. O. HerzOg, HQPp~"Seyhr's Z~itsck.for pkysiol. Clumie. Vol. 35. p. 459. 1902. 
§ Hoppe.Seyler, ~~$ch~ (/umi" 1876. 
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which, under the influence of light, falls apart in such a way as to yield 
chlorophyll (or the catalyzer contained therein), 0" and a third prod­
uct, the latter being sugar or a substance from which sugar may be 
formed. It is obvious that Hoppe-Seyler's idea represents that con­
ception of the action of the catalyzer which is more and more supported 
by the facts. 

The different parts of the spectrum do not accelerate the process 
of assimilation equally well; chlorophyll absorbs the rays between 
Band C of the spectrum, and also the rays beyond F. Engelmann 
has shown by a very ingenious method that the rays between Band C 
cause the most vigorous assimilation, that the effectiveness of the rays 
between D and E is a minimum, and that a second maximum exists 
beyond F.* Those rays are therefore the must effective for the pro­
cess of assimilation which are most vigorously absorbed by the 
chlorophyll. 

It is as yet uncertain whether the light influences directly any other 
synthetic processes than those which lead to the formation of sugars 
and starch.t The lack of light must make itself felt in an indirect way 
in any process in the plant for which the formation of carbohydrates 
is a prerequisite, e.g. the formation of proteins. 

The life of animals does not depend so directly upon the presence 
of light. This is evidenced by the fact that animal life occurs in caves. 
Life at the bottom of the ocean also occurs practically in the dark, 
inasmuch as the light furnished by phosphorescence is only slight. It 
has occasionally been stated that eggs of animals develop better or 
quicker in the light than in the dark; but a closer analysis of such 
statements has shown invariably, thus far, that they are due 'to an 
experimental error. Some authors managed by faulty methods to ex­
clude the air also with the light, and others did not exclude or consider 
the influence of microorganisms in their experiments. Driesch's 
experiments have failed to show any influence of light upon the develop­
ment of eggs; and my own experiments in that direction have also 
thus far yielded only negative results. The fact that the eggs of mam­
mals develop in the uterus, shows sufficiently that eggs can develop in 
the dark. 

In years of experimenting I have found only one form of animals 
in which diffused daylight has an influence upon the formation of organs; 
namely, Eudendrium, a hydroid.t When stems of Eudendrium are 

; ~~1~1;:~~ 7o!~~r~~rd:ii~ ~~l.d!~k P~6~;' aI~~~h;:r~~\s3~~~taf!~d ~~~e eu}. 
ture medium, it seems at least possible that light is Dot directly required for the formation of 
proteids in green plant!!. 

:t Loeb, PjlUgff'S Arcjiv. Vol. 63. p. 273, 1895. 
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brought from the ocean to the aquarium, the old polyps die in a few 
days. If the aquarium is exposed to sufficiently strong light, new polyps 
are formed, while this formation does not occur in weak light or the 
dark. It seems, however, as if the formation of stolons could occur 
also in the dark. The different parts of the visible spectrum are not 
equally effective. Behind screens of red glass the formation of polyps 
was less favorable than behind screens of blue glass, even if the degree 
of brightness of both kinds of glass seemed to be the same. 



LECTURE vn 
HELIOTROPISM 

I. THE HELIOTROPISM OF SESSILE ORGANISMS 

MACIDNES which are constructed artificially are arranged in such 
a manner that the energy which they require is provided by the hand 
of man. Through the blind play of the forces of nature durable 
machines can be created only if their supply of energy is regulated 
automatically. As an example of that type of machine we may men­
tion the waterfall. The waterfall is a machine which transforms dis­
tance energy into kinetic energy and heat, and the permanency of this 
machine is guaranteed by tbe physical conditions that determine the 
continued flow of water to the cataract. The green plants represent 
another type of such machines; namely, machines which, among others, 
transform radiating energy into chemical energy. The permanency of 
this kind of machines is guaranteed by the presence of an automatic 
arrangement in such plants, whereby their stems grow toward the light. 
The automatic turning of the stems of many plants toward the light is 
called heliotropism. We shall go a little deeper into the analysis of these 
phenomena, inasmuch as heliotropism and similar phenomena give, 
to a large extent, an insight into the mechanism of automatic self­
preservation of organisms. 

The stems of many plants in the open grow vertically upward, 
while the same stems when raised in a room which receives light from 
only one side grow toward the window. Roots which contribute toward 
tbe maintenance of the plant by absorbing tbe necessary salts from the 
soil show very frequently (though not always) the opposite behavior. 
When exposed to light they bend and grow away from the source of 
light. This behavior is determined only by rays of a certain wave 
length of the visible spectrum and possibly by some ultraviolet rays. 
The dark heat rays have no such effects. 

We do not yet know with the same degree of certainty, as in the case 
of the process of assimilation, the relative heliotropic efficiency of each 
part of the spectrum; but from experiments with colored scrcens it 
appears that the ;"'ore refractive green, blue, and violet rays of the 

!l7 
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spectrum are more effective heliotropically than the less refractive red 
and yellow rays. There exists thus apparently a division of labor, 
the longer light waves accelerating assimilation, the shorter waves ac­
celerating heliotropism. This can be demonstrated with the aid of 
screens, inasmuch as behind red screens the plants assimilate well, 
while they do not bend or bend only slowly, toward the source of light; 
while behind a blue screen they bend actively toward the light, their 
assimilation being diminished. 

We call organisms which bend Dr grow toward the source of light 
positively heliotropic or phototropic, and those that bend or grow away 
from it negatively heliotropic. 

As far as the mechanism of the heliotropic bending is concerned, 
\ve must remember that in most cases it occurs most effectually in the 
tips of branches or roots. As this region is also the gro·wing region, 
botanists frequently state that the process of heliotropic bending is a 
function of growth. This, however, is certainly not true for grasses, 
in which the bending occurs in the nodes which arc flexible, ,vhile in the 
less flexible internodes no bending OCCUrs. It seems therefore as though 
the phenomena of growth ,verc not essential in the heliotropic reaction, 
and that the reason that the tips react better to light than the older 
parts is perhaps due in part to the fact that the latter arc not so soft 
and flexible. 

How can light bring about heliotropic curvatures? Let us suppose 
that light strikes a plant on onc sidc only, or more strongly on one side 
than on the opposite side, and that it be absorbed in the superficial 
layers of tissue of that side. In this case we assume that on that side 
certain chemical reactions occur with greater velocity than on the 
opposite side. 'Vhat these reactions are is unknown; we may think 
provisionally of oxidations. This change in the velocity of chemical 
reactions either produces a tendency of the soft elements on that side 
to contract a little more than on the opposite side, or creates otherwise 
a greater resistance to those forces which have a tendency to elongate 
or stretch the plant, e.g. hydrostatic pressure inside the cells, or 
imbibition of certain tissue elements.' The outcome will be that one 
side of the stem will be stretched more than the opposite side, and this 
will bring about a curvature of the stem. Where the latter is soft at 
the tip, the bending will occur only, or: chiefly, in that region; and as 
the degree of softness decreases rapidly from the tip downward, the 
result will be that, the tip will bend toward the source of light. This 
I\.sult may possibly be aided by a greater photosensitiveness of the 
extreme tip of the stem, although I am not aware tliat this is an estab­
lished fact. 
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Through the process of bending, both sides of the stem come under 
the influence of light, and this fact determines the extent of the bend­
ing. As soon as the tip of the stem is bent to such an extent as to ex­
pose the symmetrical sides or elements of the stem equally to the light, 
the bending must cease; and the tip of the stem must continue to grow 
in this direction. The reason for this is obviously the fact that if the 
symmetrical elements of the tip are struck by the ray of light at the 
same angle, the photochemical effects in symmetrical clements must 
be the samc, and the tendency to contract or the resistance to elonga­
tion must be the same on both sides. In this case the tip or rather its 
axis of symmetry ,vill continue to grow in the direction of the rays of 
light. It is, of course, taken for granted in this discussion, that the 
plant is exposed to only one source of light. \\That has thus far been 
said refers to positively heliotropic organs, e.g. stems, which bend 
toward the source of light if illuminated from one side only. The same 
reasoning applies also to negatively heliotropic organs, e.g. roots, with 
the difference only, that in the latter case the photochemical effects 
result in a relaxation or a decreased resistance to the stretching forces 
on that side of the organ where the light strikes. It appears as if there 
might exist a chemical or physical difference between stem and root j 
it might be possible that while the light accelerates oxidation in one 
organ it accelerates reduction in the organ with opposite heliotropism. 
It might also be possible that the chemical effects of light are the same 
in the stem and the root of a plant, but that the colloids in the root are 
affected by these substances in the opposite sense from those of the stem. 
We have no data which enable us to test these suggestions. 

Wortmann * has made sections through the tips of stems ancI roots 
which were exposed to light from one side only. He found that the 
cells on that side of the stem which was directed toward the light possess 
denser protoplasm than the cells on the opposite side; in roots it was 
the reverse. Wortmann concluded from this that the protoplasm 
itself is heliotropic in the stem and that it creeps toward the illuminated 
side, while in the root the reverse process takes place. Botanists have 
raised the objection that a creeping of the protoplasm from cell to cell 
could not occur so rapidly on account of the great resistance offered 
to such a process. I wonder whether the changes which Wortmann 
observed are not of a character similar to those observed by Darwin 
in the basal cells of the tentacles of Drosera, an insectivorous plant, 
which he designated as aggregation.t In the unstimulated condi­
tion these cells are filled with a homogeneous watery liquid of a pur-

,., Wortmann, Bolanisclu Z~itung, 1887. 
t Darwin, InuctivorQus Pianis. 
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plish color. The walls are lined with a layer of colorless circulating 
protoplasm. If, however, the cells arc investigated after a prolonged 
stimulation of the glands of the plant, the basal cells of the tentacle 
no longer contain a homogeneous liquid, but solid masses of various 
shape which have the purplish color and are surrounded with an almost 
colorless liquid. These changes do not necessarily depend upon the 
bending of the tentacles, but only upon the stimulation of the glands. 
This process of aggregation (which may be a gelation) is reversible, 
and after a period of rest the original appearance of the protoplasm 
is reestablished. By way of digression we may mention that Darwin 
observed that the process of aggregation traveled from the stimulated 
gland to the contracting tentacle, and that what he observed here directly 
may occur invisibly in the stimulated nerve fiber. It is possible that 
in the positively heliotropic organs a process of aggregation occurs in 
the cell on the side of the light, while in negatively heliotropic organs 
the reverse occurs on the light side j and this may be the explanation 
of ",Tortmann's observations. On the side where the protoplasm be­
comes denser (or undergoes aggregation?) the cellulose walls become 
subsequently thicker than on the opposite side. 

The same phenomena of heliotropism which we find in plants we 
find also in sessile animals; and the identity of the heliotropic reactions 
in these two groups of organisms is so complete that it would be at 
any time possible to demonstrate the phenomena and laws of plant 
heliotropism in such animals, and vice versa. One of the best animal 
forms in which to show this identity is Eudendrium, a hydroid. As 
stated in the preceding lecture, the polyps of this hydroid soon fall off 
when it is brought from the ocean into the aquarium; but in a few days 
new polyps are formed, and as soon as this occurs the little stems in 
the region below the polyp bend toward the source of light, when illumi­
nated from one side only (see Figs. 20 and 21). The region in which 
this curvature occurs is situated immediately below the polyps, and it 
happens that in this region also the main growth of the stem occurs. 
The bending of the polyp or the tip of a branch continlles until the 
symmetrical points of the stem are struck by light at the same angle. 
If there is only one source of light this occurs when the axis of symmetry 
falls into the direction of the rays of light. As soon as this happens 
the stem continues to grow in the direction of the rays of light. 

In Eudendrium just as in plants the more refractive blue rays are 
more effective than the red rays; behind a red screen the heliotropic 
C'.rvatures in J}tu[mdrium do not occur at all, or only slowly, while be­
hind a blue screen they occur as rapidly as in mixed daylight. 

In Eudendrium we are able to convince ourselves that the region 
;~;~ 
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behind the polyp in which the heliotropic curvatures occur possesses 
contractility, and the forces underlying protoplasmic contraction are 
responsible for the heliotropic curvature. The heliotropic curvature 
consists here in the stem undergoing a stronger contraction or short~ 
ening on the more strongly illuminated side of the polyp than on the 
opposite side. When the aquarium is turned by an angle of !800 soon 

FIGS. 20,21.- Positive heliotropism of the polyps of Eudmd,,-ium. The new polyp-bearing stems 
all grow in the direction of the rays of light which is indicated by an arrow in each figure. 
(From nature.) 

after the curvature occurs, the stem turns and bends in the opposite 
direction.* Sachs mentions that in the stems of plants also the helio­
tropic curvature can be again reversed, provided the experimenter does 
not wait until the bent region of the stem has become too hard. The 
heliotropic curvature in Eudettdrium is therefore a phenomenon of 
contractility and not a phenomenon of growth, although growth may 
accidentally occur at the same time. 

'" These observations were made in 1895 at Woods Hole, and were mentioned briefly in 
PjlUg-er's Arckiv, Vol. 63. p. 273. 1895. 
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We find heliotropic cunratures in animals where there can be no 
doubt that the curvature is due solely to a process of contraction, and 
not to a process of grmvth. S pirographis S pallanzani is a marine Anne~ 
lid from ro em. to 20 em. long, which lives in a rather rigid yet flexible 
tube. The latter is formed by a secretion from glands at the surface 
of the animal. The tube is attached by the animal \vith its lower end 
to some solid body, while the other end projects into the '\-vater. The 
worm lives in the tube and only the gills, which are arranged in a spiral 
at the head end of the worm, project from the tube. The gills, how­
ever, are quickly retracted, and the worm withdraws into the tube when 
touched or if a shadow is cast upon it. 

\Vhen such tubes with their inhabitants are put into an aquarium 
which receives light from one side only, it requires, as a rule, a day or 
more until the foot end of the tube is again attached to the bottom of 
the aquarium. As soon as this occurs, the anterior end of the tube is 

FJG. 22.-Positive heliotropism of Sptrograpkts SpaUanzani. 
(From natun:.) 

raised by the worm 
until the axis of sym­
metry of the gills falls 
into the direction of 
the rays of light wroch 
enter through the win­
dow into the aquarium 
(Fig. 22).* When 
the animal has once 
reached this position it 
retains jt as long as 

the position of the aquarium and the direction of the rays of light 
remain unchanged. If, however, at any time the aquarium is turned 
1800 so that the light falls in from the opposite direction, the animal 
bends its tube during the next twenty-four or forty-eight hours in 
such a way that the axis of symmetry of its circle of gills is again in 
the direction of the rays of light (see Fig. 23). When the light 
strikes the aquarium from above, the animals assume an erect 
position, like the positively heliotropic stems of plants when they grow 
in the open. 

In these phenomena the mechanical properties of the tube playa 
r6le. When the animal is taken out of the bent tube, the latter retains 
its form. How does this permanent change of form of the tube come 
about? In my opinion through new layers being secreted on the in­
s;t1e. The yOuPgeSt layers of the secretion are more elastic than the 
old layers, and, moreover, have at first a powerful tendency to shorten. 

«tf, • Loeb. EJiuger's Archi'1l, VoL 47. p. 391. ISgo. 
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If such a secretion occurs on onc side of the tube only, or more so than 
on the opposite side, the former must become shorter than the latter, 
and the result must be a curvature of the tube, that side becoming con­
cave where the new secretion has occurred. 

On this assumption, which is based on many observations, the pro­
cess of heliotropic curvature is in this case as follows: when the light 
strikes the circle of 
gills from one side 
only, in these elements 
certain chemical re­
actions occur morc 
quickly, or to a larger 
extent, than on the 
opposite side. This 
results in correspond­
ing alterations of the 
sensory nerve endings, 
the sensory nerves, and 

FiG. 23. 

the corresponding motor nerves, and their muscles. The sense of 
these changes is such as to throw the muscles connected with the 
nerves of the gills on the light side into a more powerful tonic or 
static contraction than the muscles on the opposite side of the body. 
The consequence is a bending of the circle of tentacles, or the head, 
toward the source of light, which will continue \lnti! the axis of 
symmetry of the circle of tentacles falls into the direction of the rays 
of light. When this happens, symmetrical tentacles are struck at the 
same angle (or in other words with equal intensity) by the rays of 
light, and therefore the tone (state of contraction) of the antagonistic 
muscles is the same. The result is that the circle of tentacles 
becomes fixed in this position. The bending of the head produces 
an increased pressure and friction of the animal against that side of 
the tube which is directed toward the light, and this pressure and 
friction lead to an increased secretion and the formation of a new 
layer inside the tube. 

Observations on another marine worm which lives in a stony tube, 
Serpula uncinata (Fig. 24), add an int.eresting detail.* These worms 
occur in colonies of thousands whose tubes are in close contact. The 
tubes of this form differ from those of Spirographis in that they are 
made of calcium salts (probably carbonates), and are inflexible. Never· 
theless, these worms are positively heliotropic, like Sp-irographis, and 
in the ocean all the tubes of a colony are straight and parallel, and 

• Loeb, loc. cil. 
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directed upwards. If such a colony is put horizontally into an aqua­
rium which receives its light from above in the direction of the arrow cd, 
Fig. 24, it ,vill be observed that very soon the heads of the worms are 

FIG. 24. - Positive heliotropism of Serl'ula "lint/nata. 
The light had originally struck the annnal ill the 
directIon of the arrow ab, and thdr tubes were 
parallel "Yith the direction of the rays. When the 
Ilgh~ fell m the direction cd the tubes be:gan to grow 
at fight angles to their former direCllon. Partly 
diagrammatic. 

turned upward so that the 
axis of symmetry is in the 
direction of the rays of light. 
Very soon (he tubes begin to 
grow in front through the 
deposition of new lime salts 
(which are secreted by 
glands). But the direction 
of this growth is now at right 
angles to the longitudinal 
axis of the old tubes. This 
again shows that the primary 
effect of the light in the 
heliotropic reactions is the 
bending of the tip, or head, 

of the animal through protoplasmic or muscular contraction. The bend­
ing of (he tube or growth are secondary phenomena which follow the 
former. I believe that the phenomena of heliotropism of sessile animals 
and plants are essentially alike. The presence of nerves in animals 
is no reason for denying this identity, especially since some botanists, 
e.g. Hildebrandt, claim that tissues which functionally resemble nerves 
also exist in plants. 

2. HELIOTROPISM OF FREE-MOVING ANIMALS 

We have seen that the essential feature of the heliotropic reaction 
consists in the fact that the light automatically puts the plant or the 
animal (Eudendrium, Spirographis) into such a position that the axis 
of symmetry ,of the body, or organ, falls into the direction of the rays 
of light. In the case of positively heliotropic organs, the tip, or head, 
is directed toward the source of light, while it is the reverse in the case 
of negatively heliotropic organs. If we imagine that such a positively 
heliotropic organ, e.g. the polyp of Eudendrium, or a worm, like Spiro­
graphis, be endowed with the power of spontaneous locomotion, and 
if for some internal reasons the animal were compelled to be constantly 
in motion (as is the case with many pelagic larvre), we should notice 
that these animals had no choice left in regard to the direction of their 
motion. The light would turn them automatically until their axis of 
symmetry was in the direction of the rays of light, and the animal could 

.<q 
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then move only in this direction. If the positively heliotropic polyp 
of Eudendrium could be transformed into a free~swimming animal, it 
would be compelled to swim automatically toward the source of light. 

It had been known since man began to use artificial light that cer­
tain animals, especially insects, show a tendency to fly or creep to the 
flame. The explanation generally given of this phenomenon was an­
thropomorphic; it was assumed that the animals fly into the flame 
because they are fond of light, or that they are driven by curiosity, 
or that they are afraid of the dark. It seemed to me that we had no 
right to see in this tendency of animals to fly into flame the expres­
sion of an emotion, but that this might be a purely mechanical or com­
pulsory effect of the light, identical with the heliotropic curvature 
observed in plants. I believed that the essential effect of the light 
upon these animals might consist in a compulsory automatic turning 
of the head toward the source of light, corresponding to the turning 
of the head, or the tip, of a plant stem toward the light; and that the 
process of moving toward the source of light was only a secondary 
phenomenon. It seemed to me also that if the stem of the plant could 
suddenly acquire the power of locomotion, it would act exactly like the 
animals which fly into the flame.* 

I have since been able to prove directly that this ded'.]_ction is COf­

rect. Eudendrium furnishes us the opportunity of observing the same 
organism in rapid succession as a free-moving and as a sessile organ­
ism. In an early stage of development the Iarvre of Eudendrium are 
ciliated pelagic organisms which swim actively. When these larvre 
are in an aquarium which receives its light from one side only, they swim 
at once toward that side and remain there as long as the dire'etian of 
the rays of light remains unchanged. If the aquarium is turned, thev 
also turn at oncc, and swim toward the lighted side of the aquarium. 
This condition does not last long, for the larva soon attaches itself, 
or rather adheres, to a solid body, and immediately afterward a polyp 
grows out from the end· opposite that which is attached to the solid 
body. As soon as the polyp grows out, it undergoes a positively helio­
tropic curvature, as described above, provided that the light continues 
to fall into the aquarium from one side only. It is thus possible to see 
the same individual behave in twenty-four hours, first, like an insect 
that is attracted by the light, and then like a heliotropic plant. I men­
tioned before that the heliotropic curvature of the stem of Eudendrium 
occurs much more rapidly behind a blue than behind a red screen, if 

• The first paper on the identification of the flying of animals into the light with the 
heliotropic curvatures of plants appeared in January, 1888. Sitzungsoffickte d~r Wun­
burger med. physik. 6esellsrh .• 1888. The same number contained also a preliminary notire 
nn the identity of geotropism in animals and plants. 
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it occurs in the latter case at all. I have found that the ciliated larvre 
of Eudendrium swim rapidly toward the source of light behind a blue 
screen, while they react quite slowly, or not at all, behind a red screen.* 

We will now show that the same ideas also hold for forms which, 
like the insects, possess a central nervous system.t \Ve may choose 
for this purpose animals like the caterpillars of Porthesia chrysorrhcea, 
or the winged Aphides.. When the young caterpillars of Porthesia, 
which hibernate in a nest, are brought during winter into a warm room, 
they leave the nest. If a large number of these larvce are put into a 
test-tube which is placed upon a table with its longitudinal axis at 
right angles to the plane of the window, all the caterpillars move toward 
the window side of the tube. where they remain. If the test-tube be 
turned carefully by an angle of 1800 in a horizontal plane, the animals 
will go back at once to the window side, and the quicker, the stronger 
the intensity of the light. They react in this way, whether the source 
of light is sunlight, diffused daylight, or lamplight. The representa­
tives of the anthropomorphic viewpoint would say that the animals 
go to the source of light because it is brighter at the window side of the 
test-tube than at the room side. It can, however, be shown 
that in this case the animal has no choice, but that its head 
is turned mechanically toward the light by the latter, and w ;/'/5 s 
that it is compelled to move in this position. The proof m 
of the correctness of the mechanical, automatic, 
heliotropic view lies in the fact that the animals also 
move toward the source of light, even if in so 
doing they must pass from the light into the shade. 
The experiment can be made in the follow­
ing simple manner: Let, through the upper 
half of a window (ww, Fig. 25), direct 
sunlight 5 fall upon a table, through 
the lower half, the diffused daylight 
(D). A test-tube ac is placed on 
the table in such a way that its 
long axis is at right angles with 
the plane of the window; and 
one half ab is in the direct 

FIG. 25_ 

sunlight, the other half in the shade. If at the beginning of the 
experiment the animals are in the direct sunli!lht at a, they promptly 

'" These observations on the larv.e of Eudendrium were made in 1895 at Woods Hole, 

hut \a~:~~ 1:.~nh;!!.~t!~e~;~rrkit'rt' und uim UebffeinstimUlung mit dml Helio-
trbjJismus deY F:flanun. Wiirzhurg, 1889' Reprinted in StUdies in General Physiology, Vol. I, 
Chicago, 1905. 
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move toward the window, gathering at the window end c of the 
tube, although by so doing they go from the sunshine into the 
shade. This shows that the effect of light consists in turning the head 
of the animal, and subsequently its whole body, toward the source of 
light, so that the symmetrical points of the photosensitive surface of the 
body - in this case the eyes - are struck by the rays at the same 
angle. The animals will remain at the window side of the tube at 
c (Fig. 25). The expenment dispro,'es the anthropomorphic idea that 
the animals go to the brightest spot in space. 

It can also easily be shown that in these animals, just as in plants, 
the more refrangible blue rays are more effective than the red rays, and 
that the latter act like weak light. Let Us suppose that a test-tube 
containing the animals be placed on a table ncar the window 
(ww, Fig. 26), through which diffused light D cnters; and 
that one half of the test-tube, namely, that ncar the 
window, be covered with blue glass abo At the beginning 
of an experiment the animals are gathered at the 
room end of the test-tube. They behave as if the 
test-tube were entirely uncovered, and move toward 
the window side of the test-tube, where they 
remain. The same experiment may be repeated, 
only with the difference, that the window 
side ab of the test-tube is covered with 
red instead of blue glass. The animals 
now creep in the direction 
of the window to that 
point in front of a where 
the light, filtered by the red 
glass, begins to strike them. 
Here they gather, migrat-

FIG. 26. 

ing constantly in a narrow circle at the limit between red and diffused 
light. The explanation of the latter experiment is as follows: As long 
as the animals are at the room end of the test-tube, they are struck 
simultaneously by the diffused daylight D which falls through the win­
dow, and by the weak light R which is reflected from the walls of the 
room. U ncler these circumstances the animals are forced to turn their 
heads toward the stronger source of light, namely, the window, 
and consequently move toward it. As soon as they reach the point 
where the light from the window has to pass through the red glass, 
before striking them, the light reflected from the walls of the r?om, 
which contains. the effective blue rays, is heliotropically more effective 
than the light from the window, which has lost most of its heliotropi-
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cally effective rays. Consequently the heads of the animals are turned 
automatically toward the room side of the test-tube, just as would be 
the case with the tip of a positively heliotropic stem under similar cir­
cumstances. They move toward the room side, but cannot go far, 
because, as soon as the unfiltered light from the window again strikes 
them, the latter being stronger, the head is now turned automatically 
toward the window again, and they move toward the latter until they 
get under the red glass; and now the whole process repeats itself. It 
thus happens that the animals gather in front of a at the limit between 
the uncovered part of the tesl-tube and the red glass, where they keep 
on moving in a narrow circle. Similar results are obtained if an opaque 
body is substituted for the red glass. 

If the whole tesI-tube be covered with red glass, the animals still 
show a slight tendency to move toward the windO\v side of the tube; 
but their motions are no longer in a straight line as before, but more 
irregular. They finally, however, gather at the window side of the 
tube; but it requires much more time before they gather there than 
if the test-tube is covered with blue glass. Red light acts upon these 
animals like weak light; this can be shown directly by experiments 
with daylight towards sunset, or in a comparatively dark room. 

It seems, therefore, that these phenomena are indeed the same as 
those in positively heliotropic sessile. animals and plants; and we may 
designate such animals whose heads are turned automatically toward 
the light, when the light strikes them from one side, as positively helio­
tropic. It should be observed that Ihe essential feature in these re­
actions is the compulsory turning of the head by the light, which leaves 
the animal no choice, making all the caterpillars of Porthesia or all 
the plant lice of the same culture behave exactly alike, just as in the 
case of a magnet all the pieces of iron are compelled to behave alike. 
This compulsory character of heliotropic reactions seems to have been 
overlooked by those anthropomorphic opponents of the theory of animal 
heliotropism, who offer the objection that we can turn toward the win· 
dow voluntarily. This objection is about as absurd as if we should 
argue against the existence of magnetism because we can turn and move 
toward a magnet without being made of iron. 

We not only fmd animals whose heads bend or turn toward the 
light, which consequently must move toward the source of light, if 
they move at all, but also animals whose heads bend or turn away 
from the source of light. We call such animals negatively heliotropic. 
Such negativdy heli6tropic animals are, e.g. Gammarus pulex, a fresh­
water Crustacean, the larvae of the house fly, when fully grown and 
ready to go into the pupa stage, the larvae of Limulus in a certain stage, 

o~it 
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Copepods and other animals, under certain conditions, as we shall 
see later. For the negatively heliotropic animals the rule holds also, 
that the blue rays are more effective for heliotropic reactions than the 
red rays. It is easy to show that these animals move away from the 
source of light in the direction of the rays of light. The fact can be 
demonstrated nicely in the case of the fully grown Ian·", of the fiy, by 
compelling them to move on a table on which strong light, e.g. direct 
sunlight, falls. If a shadow is thrown on the table by means of a pencil, 
it will be found that the larv", move parallel with the shadow, away 
from the source of light. It can also be readily demonstrated that 
these animals are not, as the anthropoffiOlphists would probably state, 
afraid of the light, or fond of darkness, but they are purely negatively 
heliotropic, which means that the head is bent or turned away auto­
matically by the light from the source of light, exactly like the tip of a 
negatively heliotropic root. This can be shown by putting the larv", 
on a table which has been placed ncar the window in such a position 
that the half of the table which is nearer the window is struck by diffused 
daylight, the other half by the direct sunlight. If the animals, at the 
beginning of the experiment, are at the window side of the table in the 
shade, their heads, under the influence of the light, will be mechanically 
bent away from the window, and all the animals will eegin to move 
in the direction of the rays of light. They go from the shade into the 
sunlight. I have modified this experiment by putting the Ian·", in 
long glass tubes, one end of which lay in the shade near the window, 
the other in direct sunlight. The animals went from the shade on the 
room side of the tube into the end which was in the direct sunlight; 
here they remained permanently, notwithstanding the fact that they 
soon died from the effect of the sunlight (or the heat?). When the 
animal is struck by light on one side only, those muscles which tum 
the head away from the source of light contract more strongly than 
their antagonists; the consequence is a bending of the head away from 
the light. As soon as the symmetrical points of the photosensitive 
surface of the animals are struck by the light at the same angle, the 
tension of the photosensitive surface becomes equal; hence the animals 
remain in this orientation. If they move, their locomotions will there· 
fore occur in the direction of the rays of light, and away from the source 
of light. 

We mentioned before that the laws of heliotropic curvature in plants 
can be successfully demonstrated in animals. We may add that the 
heliotropic motions of animals to and from the light can be demonstrated 
in free-moving plants. Under certain conditions, which are not yet 
completely analyzed, the cells of algre are transformed into smaller 

l{ 
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cells, which are provided with cilia, and move out from the algre. 
Strassburger showed that these swarm spores may be heliotropic and 
move in the direction of the rays of light to or away from the source of 
light. The blue rays are more effective in this case than the red rays. 

3. THE CONTROL OF THE PRECISION AND SENSE OF HELIOTROPIC 

REACTIONS IN ANIMALS 

When a large number of animals arc tested for heliotropic reactions, 
we find that there are two problems to be saIyed: the first, to account 
for the ,'ariations in the degree of heliotropic sensitiveness; the second, 
to account for the variation in the sense of heliotropism. As far as the 
first factor is concerned, we find animals that are not heliotropic at all, 
animals that show a slight degree of heliotropism, and others that are 
so pronounced in their heliotropism, that their motions, and indirectly 
their ,vhole existence, is only a function of light. As far as the sense 
of heliotropism is concerned, we find positively and negatively helio· 
tropic animals. V_,That causes these differences? v..r e started with 
the assumption that the heliotropic reactions are caused by a chemical 
effect of light; in all such reactions time plays a role. 'Ve assume, 
furthermore, that if light strikes the two sides of a symmetrical organ­
ism with unequal intensity, the velocity or the character of the chemical 
reactions in the photosensitive elements of both sides of the body is 
different; that in consequence of this difference the muscles, or con­
tractile elements, on one side of the organism are in a higher state of 
tension than their antagonists. The consequence is a curvature or a. 
bending of the head. With this assumption it becomes at once obvious 
what is responsible for the variation in the intensity of heliotropism. 
Let us consider for the time being only positively heliotropic animals. 
Some of these, e.g. winged plant lice or the caterpillars of Porthesia 
(immediately after leaving the nest), may be called most intensely posi­
tively heliotropic, inasmuch as they move toward the source of light 
in as straighi a line as their structural imperfections permit. If they 
deviate from the direction of the rays of light for only a short time, 
possibly less than a second, the difference in the tension of the muscles 
on both sides of the body becomes so great that it suffices to turn their 
heads automatically again toward the source of light. If one side of 
the body alone be exposed to the light for only a fraction of a second, 
the light causes such a difference in the chemical substances formed 
on both sicies of the body that the threshold for the difference in the 
tone of the muscles is exceeded, and the bending of the head must occur. 
If, however, the light does not increase the reaction velocity as much 

!'it 
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or if the mass of photosensitive substances is less, it will require a longer 
one-sided exposure of the animal before the threshold for creating 
a difference in the tension of the muscles on both sides of the body is 
reached. Such animals will also move toward the source of light, 
but they do not move so directly in the direction of thc rays of light as 
the strongly heliotropic forms, but much morc irregularly. Finally, if the 
light does not accelerate the reaction velocity in the animal at all, or 
if the proper photosensitive substances are not present, or the proper 
products are not formed in the photochemical reaction, the animal 
will not appear in the slightest degree heliotropic. 

The correctness of this vicw can, I believe, be demonstrated, by 
exposing animals which in strong light are intensely positively helio­
tropic to weak light. If in the strong light they move in as straight 
a line toward the source of light as the imperfections of their locomo­
tions permit, a low intensity of light can be found where they still go 
toward the source of light, but where their progressive motion follows 
the direction of the rays of light much less accurately. In the weaker 
light the acceleration of the photochemical reactions is less than in 
strong light, hence the time during which an animal can deviate from 
the direction of the rays, exposing only one side of its body to the source 
of light, becomes longer. The same result can be obtainod by putting 
these animals behind a red screen. This explains, also, the influence 
of temperature upon the precision with which the heliotropic animals 
follow the direction of the rays of light. Within certain limits the 
precision with which such animals move in the direction of the rays 
increases with the temperature. 

If it be true that the immediate effect of the light in causing the 
heliotropic reactions is of a chemical nature, we should expect that it 
must be possible by the use of chemicals to control the precision and 
sense of the heliotropic reactions. I have recently found facts * which 
prove the correctness of this supposition. It may be of importance 
that these chemicals are such as may be formed by the organism itself. 
The experiments were made on fresh-water Crustaceans, Gammarus 
pulex, Daphnia, and Cyclops. If Gammarus are left to themselves, 
they may be found in any part of the aquarium clinging to solid bodies; 
but if they are disturbed by transferring them from one vessel to another, 
or by merely stirring the water in the vessel in which they are, they 
become, transitorily at least, negatively heliotropic. It is possible, 
however, to make them at once intensely positively heliotropic, by adding 
certain chemicals to the water, e.g. esters. If the negatively heliotropic 
Gammarus are il) a glass jar containing 50 c.c. of tap water, they become 

• Loeb, University of California Publications, Physiology, Vol. 2, p. I, 1904. 
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positively heliotropic if 1 or 2 c.c. of a grammolecular solution of an 
ester, e.g. ethylacetate, is added. Ethylbutyrate and methylacetate 
act similarly J only they seem to be more toxic. The transformation is 
rapid but not instantaneous, and by giving smaller dOSCF of ethylace­
tate the latent period may be prolonged. 

A second means of making them positively heliotropic ic through 

the addition of acids. If, instead of an ester, I to 2 C.C. of ~ 
10 

solution of an acid, e.g. hydrochloric, oxalic, or acetic acid, is added, 
the animals also become positively heliotropic. It seems to me of im­
portance that CO, is especially active in this respect. If CO, is 
allowed to bubble through the vessel in which the Gammarus are, or if 
from 5 to 10 C.C. of soda water (or even beer!) is added to So c.c. of 
water, they become also positively heliotropic. Boracic acid seems to be 
ineffective. 

Of other substances which act in a similar way, alcohol, 
paraldehyde, ammonium salts, and to a slight extent K-salts, may be 
mentioned. But much higher concentrations of these substances are 
needed than of the acids or esters. The positive heliotropism which 
is produced in this way is only transitory. 

In a colony of Cyclops some individuals, as a rule, are outspokenly 
positively heliotropic, others are rather indifferent to light, and a few 
may gather at the room side of a glass dish. If, however, 1 to 2 c.c. 

of i; HCI, or another not too weak acid is added, or CO, is admitted, 

the animals all gather in a narrow region at the window side of the 
vessel. If the water is rendered weakly alkaline, they become less 
outspokenly positively or even, in part at least, negatively heliotropic. 
I have not been able to obtain this latter effect of alkalies in Gammarus. 
We see, therefore, that acid, especially CO" not only makes negatively 
heliotropic Cyclops positively heliotropic, but increases the intensity 
of the positive heliotropism in those that were already positive at the 
beginning of the experiment. 

In Daphnia it can be shown that when they are only weakly posi­
tively heliotropic, e.g. in weak light, the addition. of acid in the above­
mentioned concentration makes them intensely positively heliotropic. 

I may perhaps call attention to the fact that acids, especially CO" 
are formed in organisms; that, moreover, esters are formed in the 
stems of many plants. It may be that these substances playa r61e 
in the production and variation of heliotropism in plants and animals. 

In my first ptlblications on animal heliotropism I· had already men­
tioned the fact that chemical changes in certain animals apparently 
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produce also changes in the degree and sense of heliotropism. I had 
found that the caterpillars of Porthesia chrysorrluea are outspokenly 
heliotropic only as long as they are not fed. After having begun to 
eat, their heliotropic sensitiveness diminishes or disappears completely; 
and in later stages of their growth and development their heliotropism 
becomes very weak, even if they are caused to starve again. ]n ants 
the intensity and the sense of heliotropism seem to be connected with 
the development of their sexual products. At the time of sexual ma­
turity the males and females are markedly heliotropic; * while in 
the workers not a trace of heliotropism is demonstrable. 

Many animals change the sense of heliotropism during their devel­
opment. The lame of Limulus polyphemus are positively heliotropic 
immecliately after hatching, while they become negatively heliotropic 
in later stages. The lame of the common house fly are negatively 
heliotropic at the end of their larval period, while this reaction neither 
exists in the earlier stages nor in the imago stage. It is not impossible 
that in all these cases the real caUse for the changes in the sense and 
intensity of heliotropism is to be found in chemical changes which 
accompany sexual maturity or larval development. Larvre of Poly­
gordius (a marine Annelid) are, when caught, negatively heliotropic; 
in about two hours, however, they become positively lteliotropic. I 
found that they could be made positively heliotropic at any time by 
cooling the sea water to about 7° C., or below. It was also possible 
to make positively heliotropic Jame negatively heliotropic by raising 
the temperature of the water. Larvre which werc positively heliotropic 
at 24° were rendered negatively heliotropic by raising the temperature 
to 29° C. Larvre which were positively heliotropic at room tempera­
ture became much more positively heliotropic when the temperature 
was lowered; while those which were already negative at room tem­
perature remained so when the temperature was raised. t It was pos­
sible to make the same larvre in succession negative or positive at desire; 
it was only necessary not to raise the temperature too suddenly above 
25°, as this apparently injured the animals. The immediate effect 
of temperature in this case was possibly a chemical one. 

Results similar to those obtained by changing the temperature 
could be obtained by changes in the concentration of the sea water. 
When Polygordius was suddenly put into sea water diluted with fresh 
water, those that were positively heliotropic before hecame negatively 
heliotropic, while those that were already negative continued so. It 

• Kellogg has observed tbat bees also become outspokenly positively he\i.ottQpic at the 
time of their nuptial flight, Sdnue. 1904. 

t Loeb. lJiUgffS Archiv, Vol. 53. p. 81, 1893. 
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sufficed for this purpose to add from 30 to 60 c.c. of fresh water to roo 
c.c. of sea water. If, however, the concentration of the sea water was 
raised through the addition of I gr. NaCl, or the equivalent amount 
of some other salt, or of sugar, the animals became positively helio­
tropic. Loss of water on the part of the animal acted therefore like cool­
ing, and an increase in the amount of water like raising the temperature. 

I made similar ohservations concerning the changes in the sense 
of heliotropism in Copcpods. 

In some forms light itself seems to playa role in the sense of helio­
tropism. The N auplii of Balanus are positively heliotropic upon 
leaving the egg, but they soon become negatively heliotropic. Groom 
and I found that when the larvre were kept in a dark room which was 
illuminated by a gas flame, they remained positively heliotropic toward 
the flame. In strong light they soon became negatiyely heliotropic, 
and, as a rule, the quicker the stronger the light.* These experiments 
were made at Naples. Experiments which I made on J>.l auplii of 
Balanus in Berkeley showed that the reaction of these latter toward 
light differs somewhat from those found at Naples, and is much more 
complicated. 

While in all these cases one would naturally suspect that chemical 
influences determine the sense and precision of heliotropic reactions 
of animals, the same is not so obvious in the following cases. 1:1iss 
Towle found that Cypridopsis, an Ostracode, is at times negatively, 
at other times positively, heliotropic. The artificial transformation of 
positively heliotropic specimens into negatively heliotropic was not pos­
sible. It was, however, possible to make negatively heliotropic speci­
mens positively heliotropic by mechanical agitation.t S. J. Holmes 
observed that terrestrial Amphipods are positively heliotropic, while 
the Amphipods living in the water are negatively heliotropic. This 
led him to try whether or not terrestrial Amphipods would become 
negatively heliotropic when thrown into waler. He found, indeed, that 
one of these terrestrial Amphipods, Orcheslia, when thrown into the 
waler, becomes rapidly negatively heliotropic. In Sea water these 
animals remain permanently negatively heliotropic, while in fresh 
water they become positively heliotropic again before they die.t 

I have often wondered whether there are any differences in the be­
havior of negatively and positively heliotropic animals aside from their 
behavior toward light. When larvre of Polygordius were kept in aver·· 
tical test-tube i,:, a dark room, it often happened that one lot of these 

"Groom and Loeb, Ri%j[isdu.$ em/raIDlatt, Vol. 10, p. 16g, 18l}o. 
t E. W. Towle, Am. Jour. Physiology, Vol. 3, p. 345, 1900· 
; S.,~olmes, Am. Jour. Pltysiology, Vol. 5, p. 211, 1901. 
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animals collected at the top, another at the bottom of the tube. When 
these two groups were separated in two different vessels and exposed 
to the light, it was found that those animals that had collected at the 
bottom of the tube in the dark room were invariably negatively helio­
tropic, while t~e others were positively heliotropic. The reverse was 
also true; namely, that if positively and negatively heliotropic larvce 
of Polygordius were put into vertical tubes in the dark, the positively 
heliotropic specimens invariably gathered at the top, the others at the 
bottom of the tube. In Limulus larvre I noticed that when positively 
heliotropic they swam at the surface of the dish, while in the negatively 
heliotropic state they crept at the bottom. It is, however, questionable 
how far this observation can be generalized. In the Iv' auplii of Bala­
nus I have noticed that negatively heliotropic larvre swim with the 
same velocity toward the room side as positively heliotropic animals 
move in the opposite direction. 

Heliotropism, and especially positive heliotropism, is extremely 
COIDmon among animals, particularly pelagic animals. I have found 
pe1agk larva: of fish ,,,hleh reacted in just as machinelike a manner 
to light as caterpillars or Crustaceans; but in adult fish, and particularly 
in higher vertebrates, typical heliotropic reactions can no longer be 
demonstrated. It rarely bappens that animals endowed with the 
mechanisms of associative memory react in such a machinelike manner 
to the elementary forces of nature as the heliotropic animals which 
we have discussed. 

Heliotropism plays a wide role in determining the behador of 
animals, and there are animals whose life becomes at certain. periods 
of their existence, at least, a function of light. Since I have treated 
the bearing of heliotropism upon the theory of animal instincts in 
another place * it need not be repeated here. 

4. THE REACTION OF ANIMALS TO SUDDEN CHANGES IN THE INTEN­

SITY OF LIGHT 

One source of endless misunderstandings and waste of time among 
;cientists results from the indiscriminate application of one principle 
o all those cases which by accident have onc feature in common with 
he cases covered by the principle, but differ in almost every other re­
:ard. We have already mentioned the absurdity of the idea that every 
ind of turning to the light should be a case of heliotropism. Helio­
ropism covers only those cases where the turning to the light is com-

, Loeb, Comparative Physiology of tlu Brain and CMnparativc Psycnillogyt G. P. Put­
am.'s Sons. 
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pulsory and irresistible, and is brought about automatically or mechani­
cally by the light itself. On the other hand, there are compulsory and 
mechanical reactions to light which arc not cases of heliotropism; 
namely, the reaction to sudden changes in the intensity of light. \Vhen 
the Serpul{}' stretch out their gills, they instantly withdraw them if an 
opaque body passes between the animal and the source of light. S piro­
graph is ucha1'cs similarly. Instead of casting a shadow upon the 
animal, the same reaction may be produced by ·suddenly closing the 
shutters of the \vindmvs. It is thus evident that we are de>aling here 
with the effect of a sudden decrease in the intensity of light compara­
ble to the twitching of a muscle upon the breaking or sudden decrease 
in the intensity of a current. It should be noticed, however, that I 
never succeeded in bringing about the sudden contraction of Serpula 
or Spirographis by a sudden increase in the intensity of light. 

There are other forms \vhich react as well upon a sudden increase as 
upon a sudden decrease in the intensity of light, e.g. fresh-water Plana­
rians and earthworms. In these forms a sudden increase in the in­
tensity of light causes restlessness, while the reverse change causes the 
animals to come to rest. This may lead to the gathering of the animals 
in such parts of the vessel as represent relative minima in the intensity 
of illumination. \iVhen such an animal comes from a bright spot to 
a darker spot, it comes to rest (" faUs asleep "). In consequence of 
this fact such a relative minimum must act like a trap in which the 
animals are caught. The consequence is that the number of animals 
collecting in such a placc must always increasc, inasmuch as any ani­
mal which gets to such a spot by chance must remain there because its 
motions ceasc. 

The fact that we are dealing here with the gathering of animals 
caused by light might easily mislead an investigator to mistake these 
reactions for negative heliotropism. It was a long time before I real­
ized myself that I was dealing here with an effect of light which was 
specifically' different from heliotropism. In the latter case the results 
are a function of the constant intens.ity, in the former a function of the 
quotient of the change of intensity over time. It is, however, easy to 
demonstrate the difference between the two kinds of gathering, experi­
mentally. If negatively heliotropic animals be put into a cylindrical 
glass jar, and it be placed near a source of light, the animals move in the 
direction of the rays gathering at the negative end of the jar (b, Fig. 27). 
If freshHwater Planarians are put into such a circular glass dish, they show 
very little or no tendency to move in the direction of the rays of light, 
creeping along in an irregular manner and gathering not at the nega­
tive or posi_ side of the jar, but on both sides, c and d (Fig. 27), 
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where, on account of the refraction of light, the intensity is a relative 
minimum.* 

The fact can be demonstrated still differently: if one part of the 
aquarium is covered with an opaque body, these organisms gradually 
gather under the covered part, where they come 
to rest. If the cover is suddenly removed, they ,,------, 
begin to become restless and creep about. In 
heliotropism we deal with an automatic orientation 
of the animal by light, which compels all the 
animals to move in the same direction. In 
animals like earthworms or Planarians this 
orienting effect of light is very slight, and the 
animals mayor do move in every direction. 

Of course, it is possible that sensitiveness to 
sudden changes in the intensity of light exists 
also in a heliotropic animal. Serpula uncinata 

FIG. 27. 

is positively heliotropic, and yet contracts rapidly when the inten­
sity of the light is suddenly decreased. In Planarians the sensitive­
ness to changes in intensity prevails, while, according to G. H. Parker, 
they show a slight degree of negative heliotropism. 

'" Loeb, Pflugers Archiv, Vol. 53, p. 81, 1893. 



LECTURE VIII 

FURTHER FACTS CONCERNING TROPISMS AND RELATED 

PHENOMENA 

1. GENERAL THEORY OF TROPISMS * 

IN the preceding lecture and in my former writings I had given a 
theory of tropisms which may be considered as an application of Fara­
day's conception of lines of force. V.le may conceive space as being 
traversed by various kinds of lines of force, some of which arc present 
permanently, and in the same direction, e.g. lines of gravitation; while 
others may be present or absent, and may vary their direction, e.g. 
light rays, or electrical lines of force, etc. The bodies of living organ­
isms possess as a rule a symmetrical structure, not only morphologically 
but also chemically, or dynamically. By this I mean that symmetrical 
points at the surface of the body of an organism possess practically 
the same chemical substances qualitatively as well as quantitatively, 
and hence the velocity and kind of chemical reactions must be the same 
for such symmetrical points. Asymmetrical points of the organism, 
however, possess a different chemical structure, and hence the velocity 
and kind of reaction does not need to be, and probably generally is 
not, the same. 

It is presumed, and is in all probability true, that those forms of 
energy which influence orientation or the direction of the motion of 
an organism, do so because they alter the velocity or the charactt:r 
of the reaction. 

On account of the symmetrical structure the organisms are oriented 
automatically in any field of force which affects their chemical reactions 
neither too little nor too much, in such a way, that symmetrical points 
of the surface of the body are struck by the current curves at the same 
angle. In this case each element of the surface receives the same num­
ber of current curves. 

The way in which this autoplatic orientation of the organism is 
brought about has already been mentioned in a preceding lecture. If 

• a. Loeb, Pjliig~r's Arckiv. Vol. 64. p. 439. 1897. 
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the current curves of radiating energy, e.g. light rays, strike an animal 
on one side only, or on one side morc strongly than on the symmetrical 
side, the velocity or the kind of chemical reactions in the symmetrical 
photosensitive points of both sides of the body will be different. The 
consequence will be in a positively heliotropic animal a stronger ten­
sion or tendency to contract in the muscles connected with the photo­
sensitive points of the one side of the body than in those connected 
with the opposite side. It seems that in animals the region at the oral 
pole is, as a rule, more sensitive than the rest of the body. Consequently 
the tension of the muscles determining the position of the head or oral 
pole is morc intensely affected by differences in the intensity of light 
than that of the muscles of the rest of the body. The head is conse­
quently bent until its symmetrical photosensitive points are again 
struck at the same angle by the rays of light. The tension of the sym­
metrical muscles of the head then again becomes equal, and the head 
must remain in this position unless other forces disturb its orientation. 
The rest of the body follows the orientation of the head, a point which 
is more fully discussed in my book on Brain Physiology. 

Aside from the data given in the previous lecture on this subject, 
two more facts support this view. The one-sided section or destruc­
tion of certain parts of the brain causes a diminution in tone in the 
muscles which tum the body toward one side. The consequence is 
that animals in which such an operation has been performed, no longer, 
or only with difficulty, are able to move in a straight line, moving instead 
constantly in a circle or spiral.* We speak in such cases of forced 
movements. The same condition which is brought about in a more 
permanent way by certain one-sided lesions of the brain can'be pro­
duced transitorily by a one-sided illumination of the photosensitive 
surface of a highly heliotropic animal, with this difference only, that 
the very difference in the tension of tbe muscles and the forced move­
ment resulting therefrom leads to a remedy of the evil by bringing the 
symmetrical points of the animal back into a position where they are 
struck at the same angle by the lines of force. 

The second fact in support of this conception is that when the photo­
sensitive elements on one side of the body are eliminated, the animal is 
compelled to move in a circle. S. J. Holmes t and Parker t have 
indeed found that such is the caSe. 1 will quote Parker's observation 
on the subject. His experiments were made on a butterfly (Vanessa 

... Loeb, Comparativt Physiology oflht Brain, p. 150. 
t s. J. Holmes, Am . .Jour. Physiology, Vol. 5. p. 211, 1901. 
t G. H. Parker,' TIlt Phototropism 0/ tht Mournittg-cloak BUlttrjiy(Vantssa Antiopa), 

Mark Anniversary Volume, 1903. 
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antiopa). "Since the head is the portion stimulated by light, it is 
natural to suspect that the eyes are the particular parts concerned. Loeb 
has pointed Ollt that the orientation of an organism in light is depcnd~ 
ent upon the equal stimulation of symmetrical points on its body. 
Should the eyes be the parts stimulated, any interference with one of 
these ought to rC':;.uh in a disturbance of the direction of the butterfly's 
locomotion. Thus if the cornea of one eye were blackened, the insect 
in locomotion, being positiycly phototropic, ought to move as though 
that eye were in shade; namely, in a circle, with the unaffected eye 
toward the center. Specimens prepared by blacking the cornea of one 
eye showed the expected response. \Vhen the right eye was covered, 
the insects crept or flew in a circle, \vith the left side invariably tmvard 
the center; and the reverse took place ,,,,hen the other eye alone was 
blackened. These circus movements agree with those observed by 
Holmes in other positively phototropic Arthropods." These data ex­
plain why in a field of force which affects the chemical processes in an 
animal neither too little nor too much, the animal is turned automati­
cally until symmetrical points of its surface are struck equally by the 
lines of force. As soon as this occurs the animals must keep this 
orientation, and therefore have no further choice in the direction of 
their motions. 

Whether the oral pole is turned toward the source of the lines of 
force or al\'ay from it, depends upon whether the energy which streams 
along the lines of force alters the chemical reactions in such a way 
as to increase the tone of the muscles (or the contractile protoplasm) 
connected with the stimulated elements, or to decrease it. 

The light rays are not the only lines of force which bring about an 
automatic orientation of animals; the galvanic current curves act as 
lines of force, and we speak in that case of galvanotropic orientation, 
or galvanotropism. A number of plants and animals are oriented 
automatically by the lines of gravitation emanating from the center 
of the earth, .and are compelled to put their axes or planes of symmetry 
into a vertical direction (geotropism). While in these cases the current 
curves are very marked, the same camlot be said in regard to the lines 
of force in a field of diffusion. The lines of diffusion determined by the 
particles emanating from a center of diffusion should be straight lines, 
but in reality currents of air or liquids cause disturbances of these 
ideal lines. It thus happens that in the case of chemotropism we can 
at the best >expect only an approximate orientation. 

There are wme other tropismlike reactions of animals and plants 
which we shall discuss here, although they do not strictly belong in this 
chapter; namely~ stereotropism and rheotropism. 
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2. GALVANOTROPISM 

When animals arc exposed to a galvanic current, compulsory re­
actions may occur which agree with the compulsory reactions produced 
by light, with the difference that we have to substitute the current 
cun'cs for the light rays. When parallel current curves strike a sym­
metrical organ or organism sidc\-vise, the contractile elements, e.g. 
muscles, on one side of the organ, or organism, undergo a higher degree 
of tension than on the other side; the outcome is a bending or turning 
of the organ or animal until its axis, or plane of symmetry, is in the 
direction of the current cun·es. As soon as this occurs, the symmet­
rical elements of the surface of the body are struck at the same angle 
by the current curvcs and the kind and acceleration of chemical re~ 

action is the same on both sides of the organism; consequently the 
symmetrical muscle elcments show the same state of contraction. But 
the fact that the current curves penetrate throughout the whole animal 
causes often complications 'which prevent an ideal orientation such as 
we observe in the case of light. 

A most striking case of galyanotropism was found recently by Ban­
croft * in Polyorchis penicillata, a J\'l_edusa. n The method of experi­
mentation consisted in cutting the J\1edusa in various ways, and placing 
the pieces in a trough of sea water through which the galvanic current 
was conducted with non-polarizable electrodes. The current strength 
varied from 25 to 2000. The responses were usually distinct with 
250, but became more decided as the current was increased. 

"If a meridional strip (Fig. 28) passing from the edge on One side 
through the center of the bell to the other edge be prepared and the 
current passed through transversely, tenta-

cles and manubrium tum and point toward M 
the cathode (Fig. 28). A reversal of the 

current initiates a tur:ning 0hf. thhe.se orgalnls .... _ _ 
in the opposite directIOn, w IC IS usua y + 
completed in a few seconds. This can be 
repeated many times and the tentacles 
continue to respond after hours of activity. 
The manubrium, however, tires sooner and FIG. ::l8.-AFTER BANCROFT. 

fails to respond. If the strip is placed 
with its subumbrella surface upward and extended in a straight line 
parallel to the current lines (Fig. 29), the making of the current 
causes the tentacles at the anode end to turn through an angle of 

• F. W. Bancroft,Jour. Expel', Z()(}l., Vol. 1, p. 289, 11)04. 
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1800 and point toward the cathode. The tentacles at the cathode 
end become more crowded together, reminding one of the tip of a 
moistened paint brush, and also point morc directly toward the cathode. 
The experiment may be varied in still other ways by cutting smaller 
or larger pieces from the edge of the swimming bell, but the response 

+ 
is always the same. 

~---""""'''T------.. The tentacles, wher­i X II- - ever possible, and to 
a less extent the 

1'H;. 29.-AFTER BANCROFT. 

manubrium, bend so 
as to point toward the cathode. The response depends in no way 
upon the connection of these organs with the swimming bell, muscles, 
or nerve ring, for it is obtained equally well with isolated tentacles 
and pieces of tentacles. Isolated tentacles when placed transversely 
to the current lines cun'c so as to assume a more or less complete 
U-shape, with their concave side toward the cathode. When placed 
parallel to the current, the tentacles do not curve" (Fig. 30). The 
latter observation shows very nicely the fact that the whole reaction 
is due merely to an increase in the tension of the muscles on the 
cathode side of the organ. 

We are dealing here with the galvanotropic reactions of sessile 
organs where the whole reaction is merely a galvanotropic curvature. 
Wherever the current affects 
the locomotive organs of a free­
swimming animal, besides the 
galvanotropic orientation of the 
animal, a swimming either 
toward the cathode or anode 
must occur. As an example, 
the reaction of an Infusorian, 
Parama:cium, may be quoted. 
Verworn observed that Para­
ma:cium, wh~n put into a trough 
through which a galvanic cur­
rent passes, is oriented in such 
a way as to put its oral pole 

+ ~ 
e==c::::::= ===? 

C 
FIG. SO. - AFTER BANCROFT. 

toward the cathode. It swims in this orientation toward the cathode.* 
The mechanism of this reaction was' discovered by Ludloff. t The 
locomotion. of Paramacium is brought about by cilia. As a rule, 
these cilia are directed backward (A, Fig. 3')' and therefore their 

., Verworn, PjlUCffj Archiv. Vol. 45. p. [; and Vol. 46, p. 267, 1889. 
t Ludloff, ,;;:u.rer·j Ar&hiv, Vol. 59, p. 525, 1895. 
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powerful stroke being directed backward, the animal is pushed 
forward. Ludloff found that if a ParamfEciu1n is struck sidewise 
by the "'current, the position of the cilia on the cathode side is re­
versed; namely, they are now turned forward (Fig. 31, E); while 
on the anode side of the animal they remain practically unaltered. 
Instead of striking symmetrically on both sides of the animal, the cilia 

on the cathode side strike forward pmverfully, those on 
the anode side backward. The animal is thus under the 
influence of a couple of forces which turn its oral pole 
toward the cathode side. As soon as it is in this condition 
the symmetrical cilia are struck equally by the current 
curycs, and they must assume a symmetrical position. 
Such is, indeed, the case. They arc now pointed fonvard 
at the oral end, at the aboral end backward (E, Fig. 31). 
As long as the current is not too strong, the oral region 
where the cilia point fonvard is rather small, and therefore 
the cilia which are pointed backward prevail, and the 
organism moves fonvard toward the cathode. That the 
motion of the organism to the cathode is exclusively due to 
the position of the cilia, and not to a stimulating effect 

FIG. 3I.-AFTER BANCROFT. 

A. Normal pos.ition of the cili~ in a Pammcecittm. . • 
B. Forced poSItion of the cilia when the Paramceetum is in a trough throu~h 

which a constant galvanic current flows. The free end~ of the cilia on the 
cathode SIde of the organism point in this case toward ltS oral pole. 

of the current at the anode, as V crworn had assumed, follows from 
observations made by Budgett and myself.* We found that in certain 
solutions, e.g. 0.8 per cent NaCl solution, the ParamfEcia show a 
tendency to swim backward. When exposed to a galvanic current 
in such a solution, they show a tendency to go to the anode. The 
explanation is that in such an organism the cilia are pointed fonvard 
under the influence of the solution. Bancroft found that when the 
current goes crosswise through such a Parani<ecium, the cilia on the 
cathode side continue to point forward while those on the anode side 
assume their natural position, pointing backward. The animal is 
thus turned with its oral pole toward the cathode. As soon as this 

... Loeb and Budgett, PflUger's Arckiv, Vol. 65, p. 518, 1897. 
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occurS the cilia on both sides of the body, with the exception of a 
small number on the anode side, point fonvard, and the animal is 
therefore pushed backward to the anode. 

1vlaxwell and I hay,' inyestigatcd a little more carefully the reactions 
of a Crustacean, Paicemonctcs, to a constant current.* \Vhen these 
animals :lTe put into a trough through which a current passes (whose 
intensity is neither too weak nor too strong), all the animals move 
gradually toward the anode. The Crustacean can swim fonvard 
or backward and can walk fonvard, sidewise, or backward. The 
effect of the current does not in this case consist in a compulsory orien­
tation of the organism, but merely in a compulsory change in the rela­
tive position of the legs, or swimmcrets. The result is always such as 
to facilitate the motion to the anode, and to render more difficult the 
locomotion to the cathode. "PaZamonetes uses the third, fourth, and 
fifth pairs of legs for its locomotion. The third pair pulls in the for­
ward movement, and the fifth pair pushes. The fourth pair generally 
acts like the fifth, and requires no further attention. If a current be 
sent through the animal longitudinally, from head to tail, and the 
strength be increased gradually, a change soon takes place in the posi­
tion of the legs. In the third pair the tension of the flexors predomi­
nates, in the fifth the tension of the extensors. The animal can 
thus move easily with the pulling of the third and the pushing of the 
fifth pairs of legs, that is to say, the current changes the tension of 
the muscles in such a way that the fOI\i\rard motion is rendered easy, the 
backward difficult. Hence it can easily go toward the anode, but only 
with difficulty toward the cathode. If a current be sent through the 
animal in the opposite direction, namely, from tail to head, the 
third pair of legs is extended, the fifth pair bent; that is, the third pair 
can push, and the fifth pair pulL The animal will thus go backward 
easily and forward with difficulty. When Pa/remoneies swims for­
ward, the swimming appendages, among which the tail fin must be 
counted, push backward forcibly and forward gently; in swimming 
backward th~ opposite occurs. If the current be sent through Pake­
moneies in the direction from head to tail, the swimming appendages 
and the tail also are stretched backward, or dorsad, to their fullest 
extent. This proves that the tension of the muscles that move those 
organs backward is greater than that of their antagonists. The shrimp. 
can thus swim forward toward the anode easily under the influence 
of such a current, but backward only with difficulty. If the current 
pas$es through in the opposite direction, from tail to head, the tail and 
the ventral appendages are turned forward. The' tension and the 

... Loeb and Maxwell, !ylCtger's Arckiv, Vol. 63, 18g6. 
'~ 
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development of energy now predominate in those muscles which move 
the swimming appendages forward. In this way the animal can 
swim backward easily, while it is difficult or impossible for it to swim 
forward. 

"Palcemonetes can also walk sidewise. This movement is pro~ 

duced by the pulling of the legs on the side toward which the animal 
is moying (contraction of the flexors), while the legs of the other side 
push (contraction of the extensors). If a current be sent transversely, 
say from right to left, through the animal, the legs of the right side 
assume the flexor position, those of the left side the extensor position. 
The transverse current assists the animal in moving toward the right, 
toward the anode, and prevents it from moving toward the left, toward 
the cathode." * 

The galvanotropic reactions were first discovered in vertebrates. 
Purkinje noticed that if a gah·anic current is sent through the brain 
of a human being, sensations of motion and dizziness are produced. 
Brenner recognized the polar character of this effect, and found that 
jf a cu~rent of sufficient jntensity is sent laterally through the head, 
the person falls toward ·the anode side upon making the current, toward 
the cathode side, upon breaking the current. Macb noticed that jf a 
current is sent sidewise through fishes, the animals have a tendency 
to roll toward the anode side. t 

The introduction of the term" galvanotropism" into physiology dates 
from J. Muller-Hettlingen, who found in Hermann's laboratory that 
if the seedlings of Vicia faba are exposed to a constant current, the tips 
of the roots bend toward the cathode.t Hermann soon afterward 
made similar experiments on the larvre of frogs. He found th.at these 
animals, when put into a trough through which a current goes, are turned 
into the direction of the current curves, putting their heads toward tho 
anode.§ I must, however, admit that I never succeeded in repeating 
this experiment on tadpoles. 

Blasius and Schweizer II found that a large number of animals, when 
put into a trough with water through which a constant current goes, 
have a tendency to go to the anode. They assume that the current 
acting upon the central nervous system causes sensations of pain when 
it goes in the ascending direction through the arumal; while it calms 
the animal when it goes in the opposite direction (from head to tail) . 

.. Qlloted from Loeb, Comparativt Physiologv of tilt Brain and Comparative Psychology, 
New York, 1900. 

< t Mach. Grundlinien der It!krt 1)On dm Bnvtgungumpjindu17gm, Leipzig, 1875. 
t J. Miiller-Hettlingen. Pjluger's Archiv, Vul. 31, p. 193. 18R3. 
§ Hermann, l)'lUKff'S Arcltiv. Vol. 37, P: 457, 1885; and Vol. 39, p. 410ft 1886-
II Blasius und Schweizer, PflUger'S Arckt'lJ, Vol. 530 p. 493. 18Q3· 

L 
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The animals according to these authors choose the position which oc­
casiom, the least pain; namely, with their heads toward the anode. 
This assumption is contradicted by the above-mentioned experiences 
on the effects of the galvanic current on the brain of human beings, 
which show that the tendency to fall toward one side is not produced, 
and not even accompanied, by any sensation of pain. 110reover, the 
above-mentioned observation on the effects of the current on the ten­
tacles of Polyorchis, the reactions of Paramaxium, and the observations 
on Palcrmonetes, show that these reactions find their adequate explana­
tion in the direct cffects of the current upon the organs or nen'OliS 

mechanism of locomotion; that there is no room left for the smuggling 
in of hypothetical pain sensations between the current and its effect 
upon the mechanism of locomotion. I have repeatedly pointed out 
that it is superfluous, and often in direct contradiction to the facts, 
to assume the existence of human sensations in lower animals, and to 
put these hypothetical sensations as a necessary link between the ex­
ternal stimulus and its motor effect. It is easy to see what led Blasius 
and Schweizer to their assumption. If we send a current through a 
trough in which are found specimens of a Salamander, A mblystoma, 
the attitude of the animal changes considerably, according to the direc~ 
tioD in which the (urrent goes. v\Then the current goes from tail to 
head, the animal assumes an opisthotonic position, \vith its mouth 
open. It is evidently this condition, together with a certain restless­
ness) which caused Blasius and Schweizer to assume that the ascend­
ing current excites the animal painfully. If we, however, look at the 
condition of the animal when the current goes from head to tail, we see 
that in this case the animal is also in a forced position; namely, with 
its head downward and its back convex. The right expression of 
the facts is, it seems to me, that the descending as well as the ascending 
current change the tension of certain muscles; but while the latter 
causes the contraction of the extensors of the vertebral column and of 
correlated muscles, the former causes the contraction of the flexors. 
The assumption of the pain sensation as the necessary link in the one 
case and not in the other is quite arbitrary and unnecessary. It is 
probable that in animals possessing a central nervous system, the 
galvanotropic reactions are brought about chiefly by the action of the 
current upon the central nervous system. Since the galvanic current 
influences not only the superficial layers of an organism like the light, 
but penetrates through the whole body, the cases of ideal galvanotropic 
orientation are not SO common as those of heliotropic orientation. 
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3. GEOTROPISM 

It is well known that even in the dark the tips of the main roots of 
many plants show a tendency to grow vertically downward, while the 
tips of the main stem show the opposite tendency. If such plants 
arc put into a position other than vertical, the tip bends until the 
vertical lines strike symmetrical points at the same angle. In such 
cases we call the roots positively, the stems negatively, geotropic. 
Knight has shown by putting plants on a rotating disk that these effects 
are due to gravitation. In a centrifugal machine the tips of the root 
grow toward the periphery, the stems toward the center of the disk. 
In grasses the curvature occurs in the nodes, while in other forms it 
occurs in the growing region near the tip of the root or the stem. 

While chemistry furnishes sufficient data for the assumption of 
photochemical effects in organisms, we do not know of any direct effect 
of gravltation upon chemical reactions. Eight years ago I pointed out 
that such an effect might occur in this way; namely, that in the cells, 
or in certain cells, of geotropic organs, nonmiscible substances (e.g. 
solids and liquids) might exist, and that by the change in the position 
of the organ a change in the relative position of these phases might 
be brought about.* This change in position might 
be connected with an acceleration of the reactions on 
the one side, and the reverse effect on the opposite 
side of the organ. I was led to such an assumption 
by the observations made on the resting muscle in a 
stretched and normal condition. If the excised muscle 
of a frog is stretched passively by a weight, it produces 
more lactic acid than in the unstretched condition.t 
I am inclined to attribute this effect of the stretching 
merely to a change in the form of the muscle. It 
might be possible that the stretching increases the 
surface of certain (the anisotropic?) elements in the 
muscle, whereby the area of contact (with the isotropic 
substance?) and therefore the reaction velocity might 
be increased. Something similar might happen' in 
geotropic organs, when they are put into a hori­

FIG. 32. 

zontal position. Suppose that in the normal (upright) condition of 
the stem certain soIid or viscous substances (e.g. nuclei) of a higher 
specific gravity than the other constituents of the cellIie at the base of 
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each cell of the tip of the stem (Fig. 32). If, however, the stem is put 
into a horizontal position, these heavier particles will go to the peripheral 
side of the cells on the lower half of the tip and to the central side of 
the cells on the upper half of the tip (Fig. 33). This difference in the 

position of these solid particles 

I:::::::::::~::::::::::::::::::::::::::::::I ~;~i~jfE~~~J~ 
FIG. 33. direct contact with the substances 

diffusing into the cells from the 
pith, while in the cells on the under side the reverse is true. These 
assumptions are purely speculative, serving only as an illustration of 
the statement that a change in the position of an organ might influence 
the reaction velocity on the upper and lower sides of the organ differ­
ently. In consequence of such an influence, a curvature like that in 
heliotropic reactions might be produced. 

Czapek has found chemical differences between the tips of roots 
which were put into a horizontal position and those left in their normal 
vertical posWon. In the extreme tips of the positively geotropic roots 
of Lupinus albus the amount of homogentisinic acid increased about 
J 5 per cent in about half an hour when put into a horizontal position. 
At the same time, a retardation in the blueing of tincture of guaiacum 
was noticeable, which he considered the effect of the formation of an 
anti oxidase. * It is, however, questionable, whether these chemical 
changes are responsible for the geotropic curvature. In order to prove 
this it would be necessary to show a chemical difference in the lower 
and upper sides of a root or stem which had been put or brought into 
a horizontal condition. Czapek, however, states that he could not 
find any difference hetween the upper and lower sides. 

Animals also show geotropic phenomena.t Antennularia, a Hy­
droid, behaves toward gravitation like a geotropic plant, and it would 
be possible to demonstrate the principle of geotropic curvatures in this 
animal. When the stem of A ntennularia antennina, which normally 
grows vertically up';vard, is put into an oblique position in the aqua­
rium, the tip bends until it is again in a vertical position, and then con­
tinues to grow in this direction vertically upward. The roots are not 
quite so straight as the main stem, and although they have a tendency 

'" <:Zapek, B~. </do. deu/uk. 00/. G(ul/., Vol. 20, p. ¢4. H)02.. He obtained ~imila[ 
results in a case oOight.effects; ibid., Vol~ 21, p. 243, 1903. 

t Loeb. Siwuti'gshr. dn- ph)'Sik. ·mea. Cesellsch., Wiirzburg, Tanuary, 1888; and 
Pjiiigers Archi,!!, Vol. 49, p. 175, ISg1. 
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to grow down vertically, the geotropic reaction is not so precise as in 
the stem. The latter is negatively, the former, positively, geotropic. 
In free-moving animals, geotropism is not so rare; Cucumaria cucumis, 
a Holothurian, possesses five rows of feet with which it can creep on ver­
tical surfaces. If the animal be put on a vertical glass plate, it will 
creep vertically upward. When the plate is turned very slowly around 
a horizontal axis, the animal remains quiet during the rotation, but as 
soon as the plate is fixed, the Cucumaria again creeps vertically up­
ward. This occurs also in the dark room. We will call such animals 
that are compelled to creep vertically upward, negatively geotropic. 

Many marine animals and many insects show this reaction. If 
free-swimming aquatic animals which show a tendency to gather at 
the top or the bottom of a vessel are used for experimentation, the ex­
perimenter must be careful not to mistake the passive sinking or rising 
of such forms for geotropic reaction. Ostwald has called attention 
to the fact that with increasing temperature the internal friction of the 
water diminishes rapidly, which necessitates that organisms which 
float at the surface at a lower temperature must either sink down at a 
higher temperature, or are unable to work upward, on account of the 
diminished internal friction of the water. In addition, the resistance 
due to the shape of the animal plays a rOle in these pheno'llcna.* 

The attempt which many animals make to keep the axes of their 
eyes as nearly as possible in their normal position in space when the 
body is put into an abnormal position, is a common reaction which 
seems to be determined by gravitation. In Crustaceans the eyestalks 
form a small angle with the horizontal plane when the animal is in its 
normal position. When turned on one side, however, so that the right 
side is directly downward, the eyes no longer keep their symmetrical 
position in regard to the plane of symmetry of the animal, but the right 
eye is raised, the left lowercd.t It looks as if the eyes had a tendency 
to keep their former normal position in space; just as the root or stem 
of a geotropic plant tries to keep its orientation toward the center of' 
the earth. This reaction of the eyes also exists in vertebrates, and 
can be nicely demonstrated in fishes, lizards, birds, or rabbits. In 
frogs the eyes do not show the so-called compensatory motions, but 
the head as a whole tries to keep its normal orientation toward the 
horizon, when the body of the animal is put into an abnormal posi­
tion. These reactions exist universally, hut in such forms as possess a 
powerful associative memory the reaction is Hable to be interfered with . 

• Wolfgang Ostwald, Z(}()l()gis£h~ Jahrbildur. Vol. 18. p. I, 1903. 
t Dark,Jour. of Physiology, Vol. 19, p. 327, 1896. E. P. Lyon, Am. Jour. Physioiagy, 

VoL 3, p. 86, 1899. 
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Knight's experiment can be made in these forms. When they are 
put on a rotating disk and turned in a horizontal plane, the eyes are 
displaced during the rotation in the plane of the rotation, but in the 
opposite direction. 

In this case again a source of ('fror has to be guarded against; 
namely, the influence of the retinal image. The tendency to keep the 
eyes and the head in the normal position to the horizontal when the 
body is turned, may be determined by the influence of the visual impres­
sions. The apparent motion of the objects on the retina when the 
animal turns may cause a motion of the eye and head in the opposite 
direction. This suspicion is the more justified as in some insects 
these compensatory motions cease \vhen the eyes are blackened.* 
Lyon has, however, shown that in sharks and flounders these compen­
satory motions are not d_jrninished when the optk nerves are cut~ 

In these forms at least we seem to deal with really geotropic reactions. 
The next question mllst be, In which organs are these geotropic 

reactions produced? The answer might be simple enough were this 
field not in a hopeless state of confusion through the hypothesis con­
cerning the functions of the semicircular can:ils. Flourens had stated 
that the sectioning of one of the semicircular canals caUSes" the eyes and 
head of the animal to move in the direction of the plane of the canal. 
Goltz showed that destruction of the inner ear leads to disturbances 
"of the maintenance of the equilibrium of the anima1." This termt 

"equilibrium," is not clear unless it be supplemented by the statement 
a with reference to the horizon or to the center of the earth." Goltz 
advanced the now famous hypothesis that semicircular canals are an 
organ where the equilibrium of the bead, and indirectly of the whole 
animal, is regulated. If the head is bent, according to Goltz, the flow 
of the lymph in the canals causes a stimulation of the nerve endings 
in the ampullre of these canals, and this calls forth a reflex motion, by 
which the head is put back into its normal position. Mach showed 
that physi.al reasons prevented a flow of lymph such as Goltz's hypothe­
sis demanded; but that the pressure of tbe lymph against the nerve 
endings in the ampullre, caused by changes in the position of the head, 
might suffice to bring about the effects which Goltz's hypothesis de­
manded. He showed, moreover, that this hypothesis also demanded 
that any stimulation of one of three ampullre only called forth a motion 
of the eyes and head in the direction 'of the canal, and no other. While 
this hypothesis at first met with general opposition, it was later accepted, 
and it ~ }i;';"ng others, received some support from my own 
laboratory. Nevertheless, the hypothesis is wrong. Lyon has shown 

• E. P. ,~Oll, /be. dt. Radi, Dn- Phototropismus de,. Tkiere, Leipzig, 1903. 
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conclusively in my laboratory that the stimulation of the horizontal 
canals in sharks and flounders calls forth motions of the eyes in the 
plane of the canal, as the hypothesis demands, but that the two 
other canals, or their ampullre, are either nonsensitive to stimula­
tion, or give no motion of the eyes or the head in the plane of the 
stimulated canal. I will confess tbat I did not at TIrst credit Lyon's 
statements, but I have convinced myself that he is unquestionably 
right. It seems that all the authors who had stated that stimulation 
of one of the semicircular canals caused motions of the eyes or head 
in the plane of the canal, based their statements only on the effects 
of the stimulation of onc of the three canals; namely) the horizontal. 
The negative or questionable results they obtained in the case of the 
two vertical canals they did not dare to accept in the face of the strik­
ingly clear results the horizontal canal yielded.* Suggestion does not 
playa r61e in ordinary matters only, but occasionally also in science. 

It is, however, possible that the compensatory motions and reactions 
are after all produced in the inner ear, although the semicircular canals 
have little or nothing to do with it. This follows from the fact that 
when the auditory nerve in a shark is cut, all the compensatory motions 
cease.t It may be that the otoliths in the inner ear are responsible for 
this effect. Mach t was the first to point out this possibility, and De­
lage § made a number of experiments which seemed to speak in favor 
of this view. The"' most striking experiment was made by Kreidl on 
Pa/a;mon. The otolith organs of this Crustacean are found in the 
basal part of the small antenrue. PakEmon loses its otoliths during the 
process of moulting, and after moulting it repairs the loss by putting 
small granules of sand into the ear. Kreidl kept such CrustaGCans in 
vessels which were free from sand, but which contained instead very 
finely powdered iron. After moulting the animals put this iron powder 
into their ears. It was possible to test in such animals the otolith­
hypothesis of the geotropic reaction. The otolith rests on cells in which 
the sense nerves end. They are therefore supposed to press upon the 
nerve endings. When the animal is laid on one side, the otolith, instead 
of pressing, will pull at the cell, and this causes a change in the nerve 
endings which results in a righting motion (compensatory motion) of 
the eyes, or, if possible, of the whole body. If this view were correct, 
it should be expected that a magnet could produce effects similar to 

• It is much easier to ascertain motions of the eyeball from right to left or 'Viu 'Vasa 
than up and down. This is due to the fact that we estimate the motion from the displace­
ment of the sclerotic. In the upward and downward motions, however, the sclerotic is, as 
a rule, not visible. 

t Loeb, PflUger's Archiv, Vol. 49, p. 179. 1891; and Vol. 50, p. 66, I&}I. 

i ~d:e,G;~:n~~.n~nz~e;;o~~k;;;~711~::1:;211~f:t.nf.~8~.ndung~n, Leipzig, J81S· 
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gravitation, when the otoliths were of iron. If, e.g., the magnet were 
approached from the right side of the animal, the iron otolith would be 
pulled toward the right, and this should result in a reflex turning of the 
animal upon its left side. Kreidl found indeed that this occurred.* 
Kreidl's experiments were rcpeated and confirmed by Prentiss. 

Delage, Kreidl, and Lyon aU agree that the" maintenance of equi­
librium" or more correctly speaking the geotropic reactions of the 
animal do not entirely disappear ,,,,hen the small antenme are cut off. 
This proves that another organ contributes to these reactions) namely, 
the eyes. Removal of the eyes and the antennre does away with the 
compensatory motions. 

While it is thus probable that the otoliths have something to do 
with the reactions of the animal, it does not seem as if this were gen­
eraUy the caSe. The flounder possesses a single large otolith in each 
ear, which can easily be extracted without injury to the ear. Lyon 
found that if the otoliths were removed, the geotropic reactions and 
"maintenance of equilibrium" were not disturbed. 

This field requires further investigation, and I should not be sur­
prised if it were found thai the really geotropic reactions of animals 
were determined in certain cells of the inner ear, or in certain cells of 
the brain, while otoliths mayor may not act in an accessory way. It 
would, however, be a mere anthropomorphism to assume otolith organs 
inside the cells (as some botanists now begin to do for plants). Inside 
of the cells of geotropically sensitive organs gravitation may probably 
act through an influence upon the reaction velocity of certain chemical 
processes, as set forth at the beginning of this chapter. 

4. CHEMOTROPISM AND RELATED PHENOMENA 

Theoretically we may assume that if substances diffuse in air 
or in water, the particles move in a straight line away from the center 
of diffusiop. If they strike an organism whose surface is affected 
by the diffusing substances on one side only, the contractile proto­
plasm, or the muscles, turning the tip or the head or the whole organ­
ism toward that side, are thrown into a different state of contraction 
from their antagonists. The consequence is a turning or bending 
of the tip or the head until symmetrical points of the chemically sen­
sitive surface of the body are struck' by the lines of diffusion (or the 
diffusing particles) at the same angle. As soon as this occurs the con­
tractile eiementifQn both sides of the organ, or organism, are in an equal 

'" Kreidl, Sitzungsber. tier Wiener Akademie der Wissensck., Vol. 102, Abth. 3t p. 149, 
.893. .. 
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state of contraction, and the animal will bend or move in the direction 
of the lines of diffusion. There is practically, however, this difficulty; 
namely, that the lines of diffusion are generally disturbed by currents 
due to changes and variations in temperature, and instead of the straight 
lines of force we ha vc in this case often irregular and changing ones. 
This makes it a priori hopeless to expect that in the case of chemo+ 
tropism the organisms move in as straight a line as in that of heliotro­
pism, geotropism, and certain cases of galvanotropism. In the majority 
of cases we arc also dealing with a response to sudden changes in the 
nature and concentration of the substances contained in the medium. 

Engelmann was probably the flrst to call attention to this type of 
phenomena. He found that certain bacteria and Infusorians gather 
around a sOUrce of oxygen.* In this case it was eYidently a response 
to changes in the concentration 01 the oxygen, the organisms coming 
to rest where the tension of oxygen was a relative maximum. Pfeffer 
first compared these phenomena with those of other tropisms in his 
classical paper" Oriented Locomotor l\IIotions produced by Chemical 
Stimuli." t He shmved that the zoospermi::e of ferns, mosses, and other 
plants move toward points from which certain substances diffuse into 
the water in which these organisms are. Pfeffcr found that such effects 
are produced upon spermatozoa of ferns by malic acid and its salts, 
and upon those of mosses by canc-sugar solutions. The biological 
importance of this observation lies in the fact that malic acid is com­
paratively common in plants, and the presence of this acid in the arche­
gonia of the ferns possibly contributes toward bringing tht sperm to 
the egg. From the normal archegonium no malic acid diffuses, but 
those ready to be impregnated let part of their contents diffuse. The 
appearance of Pfeffer's paper aroused in many the hope that it might 
be shown that the animal egg, too, attracted the spcrmatozoa in some 
such chemotropic or chemotactic way; but all the experiments thus 
far made in this direction by J. Dewitz, Buller, and others - I have 
made quite a few experiments myself on this subject - have without 
exception shown that such is not the case in the eggs thus far tried. 
There does not seem to exist an attraction of the spermatozoa on the 
part of the egg, but the meeting of spermatozoa and the egg is left to 
chance, except that automatic tropismlike mechanisms exist, whereby 
the ripe males gather near the ripe females and the sperm is shed in the 
neighborhood of the egg. Pfeffer'S method consisted in introducing 
a solution of the chemical substance to be tested, e.g. malic acid, into 

• Engelmann, EJiiiger's Arckiv, Vol. 25. p. 285. 1881; Vol. 26. p. 537, 1881; and 
Vol. 29. p. 387.1882. 

t Pfeffer, Unten. aus dem bot. lns/ihd in Tilbingen, Vol. I, p. 363. 1881-1885. 
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a capillary tube which was sealed at one end, and then putting the tube 
with the open end into the water which contained the spermatozoa. 
"When the liquid in the tube contains only 0.01 ·per cent malic acid, 
the spermatozoa (of ferns) very soon move toward the opening of the 
capillary tube. At the same time many spermatozoa move into the 
capillary tube and within from five to ten minutes many hundreds of 
spermatozoa may accumulate in the tube. The malic acid acts as 
well in the form of a free acid as in the form of salts, and that it is a 
spe'cific stimulant may be seen from the fact that in the same time prob­
ably not a single spermatozoon enters a capillary tube containing pure 
,vater or a solution of other substances." Massart and Bordet used 
this method of Pfeffer's on lcucocytcs.* It had been known for a long 
time that in inflamed tissues the number of leucocytes increases, and 
it ,vas generally admitted that at least part of the supernumerous leu­
cocytes migrate there from the capillaries. In order to answer the 
question as to what causes this migration, Massart and Bordet put 
capillary tubes containing cultures of bacteria, especially staphylo­
coccus pyog. aureus into the abdominal cavity of the frog. After twenty­
four hours the authors found leucocytes in large numbers in the tube. 
l{ a sterile culture medium was introduced, no leucocytes migrated into 
it. This seems to indicate that substances produced by the bacteria 
determine the direction in which the leucocytes move. 

To give a more distinct picture of these phenomena I may mention 
a few of the observations made by Garrey t on this subject. A small 
square trough contained the organisms - in this case Chilomonas, an 
Infusorian. At one side a small capillary tube was inserted, into which 
the solution of the substance was put whose efficiency was to be tested. 
At the beginning of the experiment the organisms were equally distrib­
uted all over the square space. When very dilute Hel was put into 
the capillary tube, a clear circular area entirely free of organisms was 
soon formed around the opening of the tube. The organisms recede 
from the lIel, diffusing into the trough, and thus indicate very nicely 
the rapidity and extent of diffusion. This clear area increases until 
(he Hel has diffused to the end of the square space, when the organ­
isms are again distributed equally. In this case we are probably not 
dealing with a real tropism, but with a reaction to sudden changes 
in the intensity of the stimulus. When the organisms go from neutral 
water to sufficiently acidulated water, they are repelled. According 
to Jennings, they swim first backward and then toward one side, a 

• Massart'.nd: Bordet, Soc. ROY.,des Sciences mId. tt nat. de Bruxtllts, 3 Few., 18g0. 
Reviewed Pkysio/. Centra/blatt, Vol. 4, p. 332, ISgI. 

t Garrey, Am, Jour. PhYsipjpgy, VoL 3, p. 291, 1900 . 
. ~ 
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~eaction which is quite common among Infusorians, and to which 
Jennings has given a special name, motor reflex or motor reaction.* 

Garrey found that the phenomenon described above can be produced 

by many inorganic acids, provided their concentration is _'_ n or 
1500 

above. Alkalis bring abcut the same effect at a somewhat higher 

concentration; namely, ~ n. Salt solutions require a still higher • 500 

concentration, e.g. Nael, and Liel require a minimum concentration 

of about !"., and KCI abcut!".. MgCl" CaCl., SrCI" and BaCl, acted 
30 50 m '" 

at a lower concentration; namely, 100 to 2~' ZnS041 ZnC~, CuS04 , 

and AgN03 were effective in a concentration of _!!!_ to _!!!:_. 
1000 2000 

The immense biological role of these reactions is known to every one 
who has worked with insects. The finding of food, the depositing of 
eggs, and the meeting of the two sexes for the process of pairing are 
determined to a large extent by diffusing substances. I may relate 
the following observation t which certainly has been made often enough 
before. A female butterfly was put into a small, closed wooden box 
which was suspended from the middle of the ceiling of a room whose 
windows were open. At first no other butterfly of the species to which 
the female belonged was visible, but during the next half hour three 
male butterflies of the same kind approached the house, stopped at the 
window, then flew into the room, and settled on the wooden bcx through 
the openings of which they tried to enter. This effect could have been 
produced only by an emanation from the female butterfly. As an 
example of how emanations direct the motions of females that are ready 
to deposit their eggs, the fact may be cited that certain volatile sub· 
stances emanating from meat Hattract" the female fly. If fat and 
meat of the same animal are put side by side on the window sill, the 
femal~ fly will light on the meat, where she deposits her egg, but not 
on the fat. This tropismlike reaction guarantees the perpetuation 
of the race, inasmuch as the larva: feed and develop on meat, but not 
on fat. 

5. STEREOTROPISM (TmGMOTROPISM) 

Certain animals are compelled to put their bodies as much as pos­
sible into contact with solid bodies, while other organisms show the 

• ]ennings,Am.Jour.Ph),sioiogy, Vol. 2,P.374, 1899; and numerous subsequent papers 
by the same author. 

t Loeb, Animal Htli()trojJirm aM its ldentity with tke Heliotropism tif Plants, Wiltz­
burg, ~889. 
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reverse behavior. The former organisms I designated as positively, 
the latter as negatively, stereotropic. 

The first discovery in this direction was made by J. Dewitz,* who 
found that the spermatozoa of the cockroach (Periplaneta orientalis) 
are "attracted by surfaces." "If small pieces of glass or some other 
object arc placed between a slide and a cover-glass so that there is a 
space between cover glass and slide, and if this space be filled with a 
N aCl solution containing the spermatozoa, the latter gather only at 
the cover glass and the slide. In the rest of the liquid no spermatozoa 
are found. If a glass bead be put into such a liquid containing sper­
matozoa, the latter in no case leave the surface of the bead, although 
they arc constantly in motion." Dewitz recognized that this reaction 
was of the greatest importance for the entrance of the spermatozoa 
into the egg of the cockroach. This egg possesses a micropyle, and 
only here can the spermatozoa enter the egg. When the egg is laid it 
passes the duct of the seminal receptacle, where the female carries the 
sperm it receives in the act of pairing. The egg then comes in contact 
with the sperm, some of '\vhich is possibly pressed out of the receptacle 
reflexly by the passing of the egg. When once on the surface of the 
egg} the spermatozoa can no more leave it, but must move on its sur~ 
face incessantly. In this way one spermatozoon finally reaches the 
micropyle and gets into the egg. The impregnation of the egg is th('rl"~ 
fore in this caSe a function of the stereotropism of the spermatozoa. 

Although stereo-
tropism is no real 
tropism, inasmuch as 
in this case lines of 
force do not exist, there 
exist stereotropiccurva­
tures. When the stems. 
of Tulmlaria are fixed 
in an aquarium in such 
a way that the polyp 
touches the wall of the 
aquarium (Fig. 34), 
the polyp begins to 

FIG. 34. bend a wa y from the 
wall until at right 

angles with it, and then continues to grow in this direction. The 
stolon, h0wever,o sticks to the glass wall, possibly by the secretion of 
a sticky su bstallce . 

• J. DewitZt lJiuger'J Ardtiv, Vol. 37. p. 219.1885; and Vol. 38, p. 358. 1886. 
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It had been known that a number of arumals hide in crevices. 
This phenomenon was generally ascribed to a supposed timidity or 
photophobia of these animals, which were beli('ved in this way to pro­
tect themselves from their enemies. I showed that in this case the ani­
mals are forced to bring their bodies as much as possible in contact 
with solid bodies. Amphipyra is an outspokenly positively heliotropic 
butterfly which has a tendency to creep into crevices. If a number 
of these animals are kept in a. box and a plate of glass is put on the 
bottom of the box so that it rests upon pieces of glass just high enough 
to allow the Amphipyra to creep under the glass plate, all of the butter­
flies will be found after a time collected under the plate. This happens 
as well when they are in the dark as \"hen the plate of glass is exposed 
to full sunlight. As long as they cannot creep into crcyiccs they run 
around restlessly, while they become quiet as soon as their bodies come 
in contact on all sides with other solid bodies. 

The crcyiees thus act like a trap where such animals are gradually 
caught until metabolic changes (need of food) again make them rest­
less, and compel them to moye about. * 

A similar form of irritability exists in ants. ''''hen sexually mature 
ants are kept in boxes containing pieces of folded paper or cloth, all of 
these animals will be found after some time in the folds, even if the 
box is absolutely dark. This form of reaction leads to the foundation 
of a nest, inasmuch as the female, after pairing, creeps into a crevice, 
where it lays its eggs. 

This form of irritability is also found in .vorms. If, e.g., earth­
worms are kept in a glass vessel with a horizontal bottom and vertical 
walls, they collect and crawl in the angle between the vertical and 
horizontal side. Experiments which S. S. Maxwell made on N ereis, 
a marine Annelid, show how great the force is which keeps such animds 
in contact with solid bodies. These arumals burrow in the sand. If 
they are kept in a porcelain dish, into which a number of glass tubes 
have been put which are just large enough to allow a lv""ereis to enter, 
it will be found that in about twenty-four hours each tube will contain 
a N ereis. The animals cannot even be induced to leave the tube if 
the latter is exposed to direct sunlight, which kills them, although by 
crawling out they might save their lives.t There are other forms 
which avoid contact with solid bodies as persistently as the arumals 
thus far mentioned seek it. This form of irritability, negative 
stereotropism, is found in many swimming forms, e.g. the nauplii of 
Balanus. 

• Loeb, Dtr HelitJhopitmus der Tltiere, 1889_ 
t S. S. Maxwell, EJli4gtr's Archiv, Vol. 67, 1897_ 
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Positive stereotropism is apparently that form of irritability which 
next to chemotropism is most instrumental in bringing about the union 
of the two sexes. The holding of the female by the male during copu­
lation is evidently in many forms purely a form of stereotropism. In 
frogs such contact irritability develops during the spawning season, 
on the ventral side of the chest. At that time the contact of the ventral 
side of the chest with any solid body causes a reflex dosing of the arms 
of the male frog around the solid body .. The embrace becomes lasting, 
however, only in case the embraced object is a female frog. In this 
case, obviously, other stimuli contribute toward making the embrace last­
ing. What the nature of these stimuli is, is not yet known. * Holmes 
has called attention to the fact that the embrace of the female Gammarus 
by the male is a similar case of stereotropism. t These reactions can 
even be demonstrated in the decapitated frog. 

6. CONCLUDING REMARKS CONCERNING TROPISMLIKE REACTIONS 

It is obvious that the tropisms furnish the understanding for many 
purposeful instinctive reactions, and that what is generally called an 
instinct is often nothing more than a compulsory turning and moving of 
an organism in a given direction. I have carried out such an analysis 
of animal instincts in another book, and therefore do not wish to entcr 
upon this subject here. I believe, indeed, that the tropisms and trop­
ismlike reactions will one day form the main contents of a scientific 
psychology of lower form,. The tropisms, however, and tropismlike 
compulsory reactions also playa r6le in the mutual arrangements of 
organs and tissues. The first case of this kind mentioned was the 
observation that the tigerlike coloration of the yolk sac of the Fundulus 
embryo is due to a creeping of the chromatophores upon the blood 
vessels. At first the chromatophores and blood vessels are formed with­
out any definite relation to each other, but by and by every chromato­
phore creeps on the capillary, enveloping it completely.t I am not able 
to state whether this is a case of chemotropism caused by the oxygen in 
the capillary tubes, or a case of stereotropism. Driesch § suggested 
later that the migration of the mesenchyme cells to those spaces in the 
gastrula of the sea urchin where the skeleton is to be formed, might 
be due to a tropism. Herbst II has pointed out the possibility of a wide 
application of the tropisms in ontogenetic processes . 

• Goltz, Beilral{t zur Lehre von den Nervencentren des Frosclus, Berlin, 1869. 
t S. J. !JaIme!, B~Q/og-ical Bulletin, Vol. 5. p. 288, 1903. 

, t Loeb, Pjliigers '4rchiv. Vol. 54, p. ~5, 1893; and Jour. of Morph%![)'. Vol. 8, p. 161. 
J893· <" § Driesch, Archhl for Enlwickehtngshuc;'dpik. Vol. J. J896. 

II Herbst, U~kr die Btd~utunJ{ der .R~izpkysi(Jl()gie for di~ causa/~ Auifassung tier 
Ontogenese. Bi%gisdm Cmtralhlalt, Ed. 14 and Bd. 15, 1894 and 1895. 

,_ 
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The more fertile a principle is, the more we can afford to be conserva­
tive in applying it. It is obvious that certain reactions have been called 
tropisms which have nothing to do with them; possibly Roux's cyto­
tropism belongs to this group. Raux has observed motion of the cleav­
age cells of the germ of the frog's egg to and from each other; he has 
called these cases cytotropism. Driesch has pointed out that these are 
phenomena which are caused purely by capillary forces between the eggs. 
If this be correct, as it seems to be, and if 've arc not dealing in this caSe 
with a reaction of living matter to an outside stimulus, we afe not deal­
ing with a tropism; for by the latter we mean distinctly a class of com­
pulsory reactions of the organism to outside stimuli; but not the passive 
motions of bodies caused by capillary forces. That these bodies consist 
of living protoplasm does not influence this discrimination. 

Another warning to be careful in applying this principle was shown 
by recent investigations of E. P. Lyon.* It is a well-known fact that 
many fishes put their bodies into the direction of a current of water, and 
try to swim against the current. It was commonly supposed that this 
orientation ,vas caused by the streaming of the water, possibly its fricM 
tion against tbe sides of the body. Lyon has shown that this behavior 
is an optical reflex caused by the apparent motion of the object while 
the animal is moved passively by the stream. When he inclosed the 
fish in glass jars and dragged these jars through the water, the fish inside 
the jars oriented themselves in the direction opposite to that in which 
the jar was movetl. There is no objection to calling this a tropic re­
action, but it is certain that it should no longer be called rheotropism. 

Attention should also be called to the fact that while the tropisms 
form in many cases the mechanism by which the preservati_?n of the 
individual and the species is brought about, tbere are many cases of 
tropism whicb are of no use to the species; the whole field of galvar:o­
tropism is an example of this. Galvanotropism is purely a laboratory 
phenomenon; outside of the laboratory no animal ever comes into a 
situation which might call forth a galvanotropic reaction; yet galvano­
tropism is not uncommon among animals. Among the positively helio­
tropic animals, we find fonns which are never exposed to the light, e.g. 
the caterpillar of the willowborer, or Cuma Rathkii, a Crustacean which 
lives in the mud at Kiel. I pointed out sixteen years ago that tbese 
cases speak against the assumption that the tropisms could have been 
acquired by the way of natural selection, t and Morgan has recently 
taken the same ground;:t but I do not wish to enter upon a criticism of 

• E. P. Lyon, Am. Jour. Physiology. Vol. 12, 149. 1904. 
t Loeb, .D~r Jhlwh'opismJ# dq Thierl!, 1889. 
t T: H. Morgan, Adaptatitln ana Evolution, New York, 1904. 



160 DYNAMICS OF LIVING MATTER 

the principle of natural selection, which has certainly been a factor in 
the elimination of forms, although it played no r61e in producing any 
qualities or irritabilities. The fact· that cases of tropism occur even 
where they are of no usc, 5hows how the play of the blind forces of na­
tUre can result in purposeful mechanisms. There is only one way 
by which such purposeful mechanisms can originate in nature; 
namely, by the existence in excess of the clements that must meet 
in order to bring them about. In green plants and in some animals 
the positive heliotropism is useful; yet there exists probably an endless 
number of heliotropic animals for \vhieh their heliotropism is about as 
useless as is galvanotropism. The prerequisites for heliotropism are a 
symmetrical body form, which seems to be present in almost all organ­
isms-although some asymmetries exist-and the presence of photo­
sensitive substances, which is nut quite so common, but certainly not 
infrequent. Some of the regular substances found in protoplasm seem 
to turn readily into a photosensitive form. As the two conditions men­
tioned above are quite common, the laws of probability make it neces­
sary that in a ccrtain number of cases both ronditions will be fulfilled, 
and then we may expect hcliotropic actions. If it nmv occurs that in 
an organism the turning to the light helps it to find its food, as is the 
case with certain caterpillars, e.g. Port/usia chrysorrha:a, or the stems of 
green plants whose starch is manufactured by light, we haye a "purpose­
ful mechanism." Again, according to the laws of probability, the number 
of animals in which the three groups of conditions meet is much smaller 
than where only two meet. The tropisms thus furnish an insight into 
the origin of purposeful reactions by the blind forces of nature. 



LECTURE IX 

FERTILIZATION 

r. THE SPECIFIC CHARACTER OF THE FERTILIZING POWER OF THE 

SPERMATOZOON 

IT is comparatively easy for the physicist to give to his data the form 
of a mathematical law, inasmuch as the independent variables are 
mostly in evidence, and all that remains to he done is to find the formula 
which expresses the relation between the variable and the function. In 
biology the independent variable is generally unknown, and the main 
energy of the investigator must be devoted to discovering this variable. 
The history of the problem of fertilization is extremely instructive in 
this regard. Although the fact that many animals, e.g. fishes, birds, 
etc., develop from an egg has been known as long as man has observed, 
it was not until I827 that von Bacr discovered the mammalian egg; 
and although Leuwenhoek, Or a pupil of his, discovered the existence 
of spermatozoa in the sperm as early as 1677, it was not until 1843 that 
the fact was really established that generally the development of the egg 
is caused by the entrance of a spermatozoon. 

As far as we know at present the entrance of a spermatozoon 
into the egg has two kinds of effects which must be kept apart: the fi"t, 
namely, the starting of the process of development, the developmental 
effect; the second, the transmission of the paternal qualities to the 
new organism, the hereditary effect. We shall first discuss the develop­
mental effects of the spermatozoon upon the egg, raising the question 
whether this effect of the spermatozoon is specific or general; that is to 
say, whether a spermatozoon can cause only the development of an egg 
of the same species or of any egg. It is well known that animals belong­
ing to the same family, e.g. various kinds of dogs, the horse and the 
donkey, can be successfully crossed_ In fishes, also, it has long been 
known that various types of hybrids can be easily obtained. Spallan­
zarn and other observers were never able to obtain hybrid larv:e among 
the Batrachians. Pfliiger, however, found that the first segmentations 
can be produced in the eggs of Rana jusca by the sperm of a salamander 
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(Triton alpestris). When the eggs of the toad (Buto vulgaris) are fer­
tilized with the sperm of Rana tusca, they develop beyond the morula 
stage.* Born hybridized various kinds of toads.t 

It is rather remarkable that all these experiments seemed to indicate 
that the fertilizing power of a spermatozoon is quite specific, and that 
it does not go beyond the closely related forms. It was of considerable 
interest to find out whether the stimulating power of a spermatozoon 
might not be extended to more distant species, Nobody had succeeded 
in fertilizing the eggs of the sea urchin with the sperm of the starfish, 
and I had myself vainly tried to accomplish this result until it occurred 
to me that by altering the constitution of the sea water this result might 
be accomplished. The sea water has nonnally a practically neutral 
reaction. If, however, just enough NaHO or Na2C03 is added to 
make iLs reaction faintly alkaline, the eggs of the sea urchin, Strongylo­
centrotus purpuratus, can be fertilized by the sperm of every starfish 
which has thus far been tried, and by that of Ophiurians.+ It suffices 

for this purpose to add I to 2 C.C. !':._ NaHO to 100 c.c. of sea water. 
10 

The relative number of sea-urchin eggs that can be fertilized in this way 
by the sperm of starfish or brittle star varies for various fo:r:ms. With 
the sperm of Asterias ochracea, Asterias capitata, and an Ophiurian, as 
many as So per cent of the eggs could be fertilized, while with the sperm 
of the twenty ray starfish (Pycnopodia spuria) only 5 per cent, and with 
the sperm of Aslerina only I per cent. In normal sea water only ex­
ceptionally an egg of Strongylocentrotus is fertilized by the sperm of 
Asterias; and in this case the· fertilization occurs very late, - from 
twelve to thirty-six hours after the sperm has been added. The sperm 
of Pycnopodia and Asterina was never able to cause a fertilization of 
the sea urchin's egg in normal sea water. 

It seems that the increase in the alkalinity of the sea water increases 
only the fertilizing power of the spermatozoon, and not that of the egg. 
When the sperm of starfish is introduced into alkaline sea water in which 
there are eggs of Strongylocentrotus, it takes from five to eight minutes 
before the fertilization membrane - which indicates the entrance of a 
spermatozoon into the egg - is formed. After a short time, which 
varies with the concentration of the HO-ions in the sea water, the sperm 
loses its fertilizing power, and the spermatozoa agglutinate with each 
other. The eggs, however, do not lose their power of being fertilized 
by remairing in _this abnormal solution. If the spermatozoa of the star-

* .J;tliigt,-'s. A~t!Aht, Vol. 29, p. 48, r8S.z. 
t Born, iliiil.. Vol. 32, p. 453, ]883. 
t Loeb, University of California Publications, Vol. I, pp. 1,39,85. PjIii.gtrs Af"ckiv, 

Vol. W, pp. 3:Z3,V~ VoL 104. p. 325,1904-
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fish are brought from the alkaline sea water "into normal sea water 
which contains the eggs of the sea urchin, none or only a few eggs are 
fertilized, showing that only in the alkaline sea water does the sperm 
of the starfish possess the qualities necessary for the fertilization of 
the egg of the sea urchin. 

It is not so easy to decide which change must occur in the sperm of 
the starfish in order to enable it to fertilize the egg of the sea urchin. 
It is certain that the addition of alkali increases the energy of the mo­
tions of the spermatozoa of the starfish, but it is also certain that the 
addition of bicarbonate to sea water brings about an equal or a still 
more powerful increase in the energy of the motions of the spermatozoa 
of the starfish without increasing their power of fertilizing the eggs of 
the sea urchin. At present it is generally assumed that all that is neces­
sary for the entrance of the spermatozoon into the egg is the ciliary 
motion of the spermatozoon which brings it in contact with the egg, 
and that the entrance of the spermatozoon into the protoplasm of the 
egg is due to the energy of its ciliary motion. I consider it possible on 
the basis of these observations that the ciliary motion of the spermato­
zoon is required only to bring spermatozoon and egg protoplasm into 
close contact, and that the entrance of the spermatozoon into the inte­
rior of the egg protoplasm is due to surface tension forces. It is 
not impossible that the conditions for this process depend upon the sur­
face tension between spermatozoon and sea water becoming greater 
than the sum of surface tensions between sea water and egg, and sper­
matozoon and egg. In this case the egg protoplasm must spread at 
the limit between spermatozoon and sea water. The spermatozoon is. 
thus introduced into the interior of the egg. These ideas are s.upported 
by the fact that the spermatozoon of the starfish fertilizes the eggs of 
its own species in normal sea water, and that the process is not aid~d 
by making the sea water alkaline. 

It is also hardly necessary to mention the fact that the eggs of Strongy­
locentrotus purpuratus can be best fertilized in neutral sea water, not in 
alkaline sea water. It is a surprising fact that in the alkaline sea water 
in which the fertilization of the sea urchin's egg by starfish sperm succeeds 
best, the fertilization of the same egg by sperm of their own species is 
rendered difficult or impossible. This may be due to the fact that the 
motility of the spermatozoa of the sea urchin is diminished by the alka­
line sea water. 

I have tried to fertilize the eggs of the sea urchin with the sperm of 
Annelids and Mollusks, but thus far without success. It therefore looks 
as if the fertilizing power of a spermatozoon were to some extent at 
least specific. It is also possible, however, that if our idea concerning 
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the r6Ie of surface tension for the entrance of the spermatozoon is cor­
rect, these restrictions to the fertilizing power of the spermatozoon arc 
only apparent, and that we have only to find modifications of the natu­
ral media, which allow the spemlatozoon to enter the eggs of foreign 
species. 

As a rule only one spermatozoon enters an egg: as soon as this has 
entered no further spermatozoon can enter. This is also true for frag­
ments of an egg. First, O. and R. Hertwig and later Boveri, Delage, 
and many other authors showed that a piece of an unfertilized egg can 
be fertilized by a spermatozoon. Janssens has recently observed that if 
a piece of protoplasm be cut off from a fertilized egg, this can no longer 
be fertilized. It is not impossible that the entrance of a spermatozoon 
aIters the surface tension of the protoplasm of the egg, making it thus 
impossible for another spermatozoon to enter. 

The egg of a starlish is, as a rule, not yet ripe, i.e. capable of being 
entered by a spermatozoon immediately after it is taken from the ovary. 
It has to lie for about two hours in sea water before it is :ready for fertili­
zation. During this time the polar bodies arc thrown out. Delage has 
shown that if a piece of protoplasm be cut off from an egg of a starfish 
(Asterias glacialis) before it is ripe, it cannot be fertilized by a sperma­
tozoon, but that this can be done when the piece of protopl~sm is cut off 
from the egg after the egg has gone through the process of maturation.* 

It is generally stated that the pollen of a hermaphroditic plant can­
not fertilize the egg cells of the same individual. Castle found that 
similar though less pronounced conditions exist in a hermaphroditic 
Ascidian; namely, Ciona intestinalis. The eggs of a Ciona can, as a rule, 
not be fertilized with the sperm of the same individual, while they can 
be fertilized with the sperm of another individual. This immunity of 
the eggs against sperm of the same jndividual is not without exception. 
[n some cases Castle found that 5, 10, or even So per cent of the eggs 
of an individual could be fertilized with sperm of the same individual. 
Morgan qmfirmed Castle's observations, and found that if the eggs are 
put for about ten minutes in a 2 per cent ether,solution in sea water, in 
• number of (but not in all) cases the number of fertilized eggs shows a 
slight increase. t 

2. ARTIFICIAL PARTHENOGENESIS AND THE THEORY OF FERTILIZATION 

It is hardly necessary to state that at all times authors have been 
ready to explain the fertilizing or developmental action of the sper-

• Delage. Archiv, de Zool. experimenlale. Vol. 7. pp. 383, SII. 
t ¥organ,/our. 0/ Ex'p~r. ZOQ'!., Vol. I, p. 135, 1904 . . ,« 
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matoZQon. One such explanation states that the spermatozoon im­
parts a peculiar mode of motion to the egg, leaving it to science to find 
out what this mysterious motion is. Other authors say that the egg is 
comparable to a watch which cannot go unless a spermatozoon enters, 
leaving it to science to find out the wheels and the spring in the egg, and 
the relation of the spermatozoon to this mechanism. Others again say 
that the spermatozoon exercises a stjrnulus, forgetting, however, to 
tell us what is the nature of the stimulus. The list of such expla­
nations might be continued, but they all show the same characteristic; 
namely, that an explanation by phrases or words is offered where 
an explanation by facts is wanted. Instead of devoting any time to 
this kind of metaphysics, we shall consider some of the facts of par­
thenogenesis. 

The oldest and best-known case of parthenogenesis is that of 
plant lice (Aphides). When the temperature and moisture arc suffi­
ciently high, the Aphides reproduce themselves parthenogenetically. 
Males do not exist under such circumstances. This condition can be 
maintained for years, possibly indefinitely. Similar cases of partheno­
genesis seem to occur in Daphnia. A remarkable case of parthenoge­
netic development occurs among bees (and possibly among social wasps), 
where, according to Dzierzon, the male bees originate from unfertilized 
eggs, while the female (queens and workers) originate from fertilized 
eggs. The queen pairs only once and the sperm is carried in a recep­
tacle. When an egg passes the duct without any sperm coming from 
the duct, it remains unfertilized. Dzierzon found that old queens lay 
only eggs from which male bees develop, and the examination of the 
receptacle showed that in such cases the receptacle was free froIl1 sperm. 
It was, moreover, observed that the workers, whose rudimentary sexual 
organs exclude copulation, occasionally lay eggs from which, however, 
only male bees originate. The observations of Dzierzon were confirmed 
and enlarged upon by Siebold, Leuckart and very recently by Petrun­
kewitsch. 

In such cases of parthenogenesis the development of the egg is not 
called forth by a spermatozoon, but by another, at present, unknown 
condition. More recently the fact has been established that eggs, which 
naturally develop only when a spermatozoon enters, can be caused to 
develop artificially by certain physical and chemical means. In 1886 
Tichomiroff published the fact that the unfertilized eggs of silkworm, 
Bombyx mori, can be caused to develop by rubbing them gently with a 
brush, or by putting them for a short time into concentrated sulphuric 
acid. Siebold had already mentioned, and Nussbaum confirmed his 
observation, that a small number of such eggs develop without these 
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means.* The publication of Tichomiroff caused Dewitz to make simi­
lar experiments on the eggs of frogs, and he believed that he found that 
treatment of these eggs with corrosive sublimate caused them to seg­
ment. t Roux, however, showed that Dewitz's conclusion was based 
upon an errOT, inasmuch as the eggs did not segment, but underwent 
coagulation, which gave the surface of the egg occasionally the appear­
ance of having segmented. 

A Russian author, Kulagin, made the statement that he put fish eggs 
into diphtheria antitoxinc and saw a segmentation; but inasmuch as he 
published but this one statement on the subject, it is hard to tell whether 
or not sources of error were sufficiently a voided. 

In 188i, O. and R. Hertwig published their well· known experiments 
on the effects of various poisons on the segmentation of the eggs of Echino­
derms. During these experiments, R. Hcrtwig made the observation 
that if eggs are transitorily treated with a 0.1 per cent solution of sui· 
phate of strychnia, and are then put back into sea water, these eggs 
show karyokinetic figures) and occasionally segment. This observa­
tion was repeatedly discussed by him in subsequent papers.t Hertwig 
raised the question whether other media might not have similar effects. 
Mead§ found in Woods Hole, that if a little KCI is added to sea water, 
the eggs of Cluetoptorus, a marine Annelid, throw out their polar bodies, 
a process which in this form is normally only produced by the entrance 
of a spermatozoon into the egg. NaCI has no such effect. Morgan 
tried the effect of the addition of N aCI and other salts to sea water on 
unfertilized eggs of sea urchins, in order to test some statements made 
by myself and Norman concerning the effects of these salts on fertilized 
eggs. He found that unfertilized eggs form artificial astrospheres in such 
solutions, II and afterward~ made the important observation that if these 
eggs are put back into normal sea water, they may begin to segment. 
He states, however, that "the result is a mass of extremely minute 
granules or pieces. These pieces never acquire cilia and do not produce 
any form that resembles any stage of the normal embryo. Later the 
masses 'disintegrate" (p. 454). Tbe pathological cases of tumors, 
or galls show also that celt division and growth may be produced 
which do not lead to the formation of an embryo. 

I was led to try experiments on artificial parthenogenesis in order 

• M. Nussbaum, Anlriv for m£krtJsk. Anal., Vol. 53, P. 44-4: 1899. 
t J. Dewitz, Bioi. Centra/blatt, Vol. 7, p: 93, 1887 . 
.1 R. Herlwig, Ueber BejrNchlung und Coniugotitm, Verhandl. dc'r deui.ldt. tiM/Of. 

Guellu4 .• 1892; ,and Sihungsber. &1" Cesdlscn. for Morpkologle und Physiologie, tn 

M§h~~'r:.~~~L!c::;~::c~tCJ:;J ~~gtvn::dU;i1oj:~JB!t~~~{8~~' 
lIT. H. Morgan, Arrhitl for Enh(lick£lu~s",uch(/ltik, V<1L 3, p. 339. IS¢. 
,. T. H. Morgan, Archiv for Entwiclulungsmeckan£k, Vol. 8, p. 448, 1899 . 
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to test the idea of the rtlle of ion-proteids in the mechanism of living 
matter. If it were true that the salts played the rtlle which I was in­
clined to ascribe to them, it might also be possible to cause with their aid 
the normal development of eggs. The experiments did not sustain this 
idea as I had expected, but I succeeded in producing plutei from the 
unfertilized egg of the sea urchin by exposing the eggs for about two 
hours to sea water whose concentration had been raised by about 40 
per cent to 50 per cent. It was immaterial which substance was used 
to raise llle concentration of the sea water, except for the fact that no 
substances could be used which injured the eggs too much. The best 
effects can be produced by raising the concentration of the sea water 
through the addition of NaCl.* 

When unfertilized eggs are put into hypertonic sea water, they lose 
water and shrink. When put back into normal sea water, they absorb 
water again. We must therefore raise the question as to which of these 
two conditions causes the egg to develop, the loss of water when the egg 
is put into the concentrated sea water, or the taking up of water when 
it is put back into normal sea water. It can be shown that the former 
is the cause. If we increase the concentration of the sea water less 
than 40 per cent, if e.g. we add 7 C.c. of a 2} m solution of NaCl to 93 C.c. 
of sea water, some of the unfertilized eggs of Arbacia will develop into 
swimming blastulre, even if left permanently in the hypertonic sea water. 
I have recently repeated this experiment with the eggs of Strongylocen­
trotus. If the eggs of this sea urchin were left in a mixture of IOU c.c. 
sea water + 5 C.c. 2! n NaCl solution, after about six hours segmenta­
tion began, and after one or two days swimming larv<e began to appear. 
These larvre, however, did not develop into gastrulre or plutei, probably 
on account of the abnormal condition of the sea water. In this case 
only a loss, but no taking up, of water occurred. When the unfertilized 
eggs of the sea urchin are put permanently or transitorily into sea water 
which is diluted with distilled water, no development is produced. 

But although the osmotic method led to the development of lame 
from the egg, it differed in a number of points in its effects from the pro­
cess of fertilization by spermatozoa. In the first place, the eggs fertilized 
with sperm form a characteristic membrane as soon as the spermatozoon 
has entered, while the unfertilized eggs treated with hypertonic sea water 
develop without th<!,·formation of a membrane. Second, the rate of 
development is considerably faster in the fertilized egg than in the egg 
caused to develop parthenogenetically. Third, the larvre originating 
from fertilized eggs rise to the surface of the water as soon as they begin 

• Loeb~ Am. Jour. Physiology. Vol. 3. p. 135. t899 j Vol. 3. p. 434. 1900; Vol. 4t 
p. 178, 1900 j and Scima, VoL 2, p. 612, April., 1900. 
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to swim, while those originating by the above-mentioned osmotic pro­
cess swim at the bottom of the dish. Fourth, the number of larva: 
developing from fertilized eggs is, as a rule, practically roo per cent, 
while in the case of artificial parthenogenesis a much smaller percentage 
of the eggs develop into swimming larvre. In the case of Arbacia, I 
often succeeded in causing morc than 20 per cent of the unfertilized 
eggs to develop, but in the case of Strongylocentrotus - the form of the 
sea urchin common at Pacific Grove - I was rarely able to obtain even 
as high a percentage of developing eggs. Often enough only a fraction 
of I per cent of the eggs yielded swimming larva: by the osmotic 
method of artifIcial parthenogenesis. 

In thinking over the possible cause of this difference between the 
development of the egg fertilized by sperm and of the egg caused to 
develop by osmotic influences, it occurred to me that the spermatozoon 
might carry into the egg not onc, but several, substances or conditions, 
each of which was responsible for only a part of the specific features of 
sexual fertilization; and that in order to completely imitate the action 
of the spermatozoon it might be necessary to combine two methods of 
artificial parthenogenesis, each of which alone imitated the process of 
sexual fertilization only partially. This latter idea proved correct far 
beyond my expectations.* 

I found that if the eggs of Strongylocentrotus purpuratus are put into 

50 c.c. sea water to which 3 c.c . .':. of a fatty acid, e.g. formic, acetic, 
10 

propionic, butyric Dr valerianic acid, are added, and are left in this 
water for from one half to one and one half minutes, they form a mem­
brane when put back into normal sea water. The eggs go through the 
internal changes characteristic of nuclear division, but they rarely seg" 
ment. In about six hours they begin to disintegrate, and after twenty­
four hours scarcely an egg is left alive. If the eggs are left in the 
acidulated sea water, they neither form a membrane nor segment. If 
the eggs )Vhich have formed a membrane are put for from twenty-five 
to fifty minutes into sea water whose concentration has been raised by 
adding IS c.c. 2~ n NaCl solution to roo c.c. of sea water, the results 
are surprising. Instead of a fraction of 1 per cent of the eggs develop­
ing, I bad it in my power to cause 90 to 100 per cent of the eggs to 
develop. All the eggs formed a membrane which is characteristic of the 
egg fertilized with sperm. The rate of segmentation was practically the 
same as that of the eggs of the same female fertilized with sperm. 
A large percentage of the blastula: originating from this combination 
of methods leaked perfectly normal, and rose to. the surface of the sea 

• Loeb, University of California Publications, Physiology. V()l. I, pp. 83, 891 113, 1904-
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water. Their further development into gastrulre and plutei occurred 
with the same velocity as that of the control eggs, which had been fer­
tilized by sperm; and the larvre showed an equal degree of vitality. 
It is an easy matter to produce and collect an unlimited number of plutei 
from the eggs treated with this method. 

When the eggs are taken out too early from the acidulated sea water, 
they form no membrane, and the same is true when they remain too 
long in the acidulated sea water. If eggs that have been treated with a 
fatty acid without forming a membrane are submitted to the hypertonic 
sea water for from twenty· five to fifty minutes, they will not develop into 
larvre, and not even segment. It is theref0re obvious that the membrane 
formation and not the treatment with acid is responsible for these effects. 
This is corroborated by some further observations. 

O. and R. Hertwig discO\-cred that if sea water is saturated with 
chloroform - only traces of which are soluble in water - the unfertil­
ized eggs of the sea urchin form a membrane when put into this chloro­
form sea water.* Herbst found that benzol, toluol and creosote act 
similarly.t It seemed to me that possibly hydrocarbons in general 
might act in this way, and as a test I used amylene. It indeed called 
forth the membrane formation. This method of calling forth a mem­
brane formation by hydrocarbons has a serious drawbaclt, inasmuch as 
the eggs show a tendency to undergo cytolysis, and are killed. By the 
speedy transportation of the eggs into normal sea water some may be 
saved. 

It seemed of interest to ascertain whether it made any difference for 
the parthenogenetic development which substance was used for the pro­
duction of the membrane. When the eggs were taken immediately after 
the formation of the membrane from the sea water containing benzol, 
not all the eggs that had formed a membrane underwent cytolysis. 
When these eggs were subsequently treated in the way described above 
with hypertonic sea water, they segmented, and some of them developed 
into plutei. As long as the formation of a membrane is induced by a 
substance which does not injure the egg too much, the subsequent short 
exposure to hypertonic sea water may lead to the formation of an em­
bryo. In regard to their vitality, and possibly their structure, the em­
bryos may possibly differ according to the substance which is used for 
the production of the membrane. This, however, must be determined 
by further experiments. 

It agrees further with the idea that the membrane formation and not 

• O. and R. Hertwig. Unttrsuchungm zur Morpltolog£t und Ph)'Si%g'it dl'r Ztlle. Heft 
5. Jena. 1887. 

t Herbst. Biok,(isdus CmtralbJatt. Vol. 13. p. 14. 1893; and Mittlteilun.c:tn aus d. 
Zool. Station Neajl'l. VoL 16, p. 445,1904-



DYNAMICS OF LIVING MATTER 

the acid effect is essential in these experiments, that not all the acids 
can be used in these experiments. HNO" Hel, H,SO. and dibasic 
or tribasic organic acids such as oxalic or citric, etc., could not 
be used, while COJ called forth the membrane formation. 

The order in which the two agencies arc employed is not a matter 
of indifference. When the eggs are first exposed to the above· mentioned 
hypertonic sea water for about twenty to fifty minutes and then sub­
mitted to a process which calls forth the membrane formation (e.g. to 
the treatment with fatty acid), the eggs form a membrane, but will 
not develop into lan'.,. As a rule, they disintegrate within twenty·four 
hours, and behave in every way as if they had been treated with the acid 
alone. If onc wishes to treat them with hypertonic sea water first, they 
must remain in this solution for about from one and one half to two 
hours. If after this time the membrane formation is called forth, 
almost all the eggs develop, and a number of the larv., rise to the sur· 
face.' This method also gives good results. 

If in eggs the membrane formation is called forth first, and if they 
are subsequently exposed to the above-mentioned hypertonic sea water 
for more than fifty minutes, either no egg develops or the development 
is very abnormal. 

All the facts mentioned in this and the previous communications 
indicate that the process of membrane formation is an essential and 
not a secondary phenomenon in this method of artificial partheno· 
genesis. 

Five years ago I ventured the suggestion that the process of 
membrane formation is a process of coagulation. It is, however, 
ohvious that the membrane formation in these experiments cannot 
be attrjbuted to an acid coagulation, as in this case the membrane 
formation should occur while the eggs are in the acid, and not aiter 
they are taken out. Moreover, the fact that only certain acids act 
in this way also excludes such an opinion. These facts suggested the 
possibility ,that the fatty acids did not produce the membrane forma· 
tion through the H,ion, but by the anion or the undissociated molecule, 
and that, moreover, the H-ion directly antagonized the membrane 
formation. This idea was tested and found correct. If a fatly acid is 
added to benzol sea water, the eggs are no longer able to form a memo 
brane while they are in this mixture, though they form a membrane 
while they are in benzol sea water wllich is free from fatty acid. From 
a closer observation of the process of membrane formation I am in· 
dined to believi'that it is due 10 a process of secretion, i.e. the squeez· 
ing out under pressure of a liquid from the interior of the egg.* I am 

.a • Loeb, Pjliig"er's Arcniv, Vol. 103, p. 257, I!J04. 
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no more able to state the nature of the forces which underlie secretion 
in this than in any other case. 

These experiments show that it is possible to completely imitate by 
physicochemical means the effect of the spermatozoon upon the sea, 
urchin egg. It is also obvious that this method is somewhat complicated 
and specific, and that it cannot be well covered by the phrase that the 
method consists in a "stimulation," for the word" stimulation" does not 
- as far as I know - mean that we have to treat an organ first for one 

half minute with 50 C.c. of sea water + 3 C.c. !':_ butyric acid and then 
10 

for from twenty-five to fifty minutes with a mixture of 100 C.C. of sea 
water + 14 c.c. 2~ n NaCl solution. Moreover, these quantitative data 
vary slightly for different species of sea urchins, e.g. Strongylocentrotus 
purpuratus and franciscanus. 

Yet Some authors have maintained that any kind of stimulus, or 
various chemical substances, might produce artificial parthenogenesis in 
the egg of the sea urchin. These statements are based partly on mis­
understandings and partly on errors. In a former paper I stated that 
it makes no difference how the osmotic pressure of the sea water is 
raised, whether by sugar, by urea, or by salts; if the pressure is only 
sufficiently high, the parthenogenetic development of the sea urchin's 
egg will occur. Morgan makes use of this fact to attempt to show that 
inasmuch as sugar as well as salts cause the development, various stimuli 
can produce the development. He overlooks the fact that in this case 
the sugar or salt does not act chemically, but solely osmotically by with­
drawing water from the egg, and that for this effect it is immaterial 
what the chemical character of the dissolved substance i&. Other 
authors have been misled by mistaking parasitic larv", found in their 
cultures for the larvre of sea urchins. Ariola has maintained that t~le 
eggs of sea urchins develop normally parthenogenetically at Naples. I 
may state that neither the unfertilized eggs of A rbacia nor those of 
Strongylocentrotus of the Atlantic or the Pacific coast of America ever 
develop, and that the same has been found for the eggs of the sea urchins 
at Naples by all competent workers. Ariola has given a description 
and drawings of the larv", he found which he considered as normally 
parthenogenetic larv", of sea urchins, and I believe that they were prob­
ably larv", of some mollusk; they were certainly not the larv", of the 
sea urchin. I mention this fact simply to show that unless an author 
actually observes the origin of a larva from the egg, he may fall into 
serious error. Viguier maintains that the sea urchins in Algiers are 
naturally parthenogenetic. I should place more confidence in this 
author's statements were they written in a more dispassionate, scien~ 
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tific tone, and if his precautions against sources of error were more 
adequate. Still, it is not impossible that some physical or chemical 
condition accidentally present in Algiers may bring about effects 
similar to the extraction of water from the eggs of these animals in this 
country. 

Since it is possible to fertilize the egg of the sea urchin and that of 
the starfish by the spermatozoa of the latter species, it seemed also pos­
sible that the fertilization of the starfish's egg might be caused by the 
same substances which cause the fertilization of the egg of the sea urchin~ 
I have made experiments on the egg of a form of Asterina which is COID­

mon in the bay of Monterey.* This egg forms a membrane upon the en­
trance of a spermatozoon. I found that as in the case of the sea-urchin 
egg, the egg of Asterina forms a membrane after haying been treated with 
a fatty acid. The only difference is that the egg of Asterina requires more 
acid for this result than the egg of Strongylocentrotus. When the eggs of 
Asterina had been put for about one and one half to two minutes into a 

mixture of 50 c.c. sea water + 5 C.c. !!_ acetic or butyric acid, they 
10 • 

formed a membrane when put back into normal sea water. When they 
were put into So c.e. sea water + I C.C. benzol or amylene, they formed 
a membrane while they werc in this mixture. 

Eggs in which this membrane formation had been called forth were 
able to develop into normal laITre, and the development of such eggs 
resembled in rapidity and the form of the larvre completely that pro­
duced by sperm. 

The egg of the starfish is, as a rule, not mature when it leaves the 
ovary. It possesses a large nucleus, and the process of maturation con­
sists in the nucleus being dissolved in the protoplasm of the egg and the 
polar bodies being thrown out. As long as the large nucleus is visible 
in the egg it cannot be fertilized by a spermatozoon, nor can its develop­
ment be called forth by a treatment with one of the fatty acids or with 
one of the hydrocarbons, like benzol or amylene. Not until the nucleus 
has become dissolved in the protoplasm can a spermatozoon fertilize the 
egg, and at about the same time it becomes possible to produce artifi­
cially a membrane formation and development. 

There is a noticeable difference in the method by which the starfish egg 
can be caused to develop and the method which is necessary in the case 
of the sea-urchin egg. For the iormer the process of artificial mem­
brane formation is sufficient, while the sea-urchin egg has, in addition, 
1;0 be submitted"ior a short time to the action of hypertonic sea water. 
This difference is rendered a .little more compreheRsible by the fact that 

• Loeb, University of California Publications, Physiology, Vo1. 2. p. 147. 1905. 
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a small percentage of the eggs of the starfish are able to develop without 
any external cause or agency being applied. The number of these eggs 
varies in the eggs of different individuals, but is, as a rule, very small, 
e.g. a fraction of I per cent. The rate of segmentation in these" natu­
rally" parthenogenetic eggs is slower than the rate of development of 
the eggs fertilized by sperm, and the blastula begins to swim consid­
erably later than the blastul", coming from fertilized eggs or from eggs 
in which a membrane had been produced artificially. Moreover, the 
blastul", of the spontaneously developing eggs differ somewhat in ap­
pearance from the blastul", coming from the two latter. 

Neilson and I found that the number of eggs which develop without 
a membrane formation can be increased by treating the eggs transitorily 
with acidulated Sea water. Delage* simultaneously obtained the same 
result by treating the eggs of A sterias with COz ; I am inclined to be­
lieve that the CO, acts as an acid, although Delage is not willing to admit 
this. 

The fact that the unfertilized eggs of the starfish may develop with­
out any external cause has often been overlooked, and this has led some 
authors again to state that any" stimulus" may cause the development 
of this egg. Acids, indeed, increase the number of eggs which will 
dcYelop; the same is possibly true for mechanical agitation, as A, P. 
Mathews has observed.t He is inclined to believe that in this case the 
mechanical agitation is the direct cause of development (by producing 
coagulation). It is, however, necessary to state that the taking up and 
dropping of eggs with a pipette suffices. In eggs of Amphitrite, an 
Annelid, I have convinced myself that the number of eggs which develop 
does not bear any relation to the extent of the mechanical agitation. I 
consider it possible that some secondary factor c,onnected with the agi­
tation, such as the diffusion of gases into or from the egg, e.g. CO"' mdY 
be the real factor involved in this case. 

The experiments thus far mentioned indicate that the process of 
membrane formation, OF some process underlying this, is of importance 
for the complete physicochemical imitation of the developmental in­
fluence of the spermatozoon. The question arises, What is the nature 
of this process? It seems to me from my observations on Echino­
derms that the essential feature of this process is the squeezing out 
under pressure or the secretion of a fluid from the protoplasm of the 
egg. As a mechanical effect, the surface film of the egg is lifted and 
separated from the protoplasm by a liquid secreted by the egg. When 
the secretion of this liquid occurs very slowly, the lift'ng up of the sur-

• Delage, Archi1!. dt Zoot. I!xpkimmtale. Vol. 10, p. 213. 
t A. P. Math~w:i, Am. Jour. PhysiotlllY, Vol. 6, p. 142, 1901. 
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face film will not occur; only when the secretion of the liquid is rapid 
enough will the secretion result in the membrane formation. According 
to this view, the secretion of a liquid from the egg is the essential feature, 
while the membrane formation itself is possibly only a secondary, mechan­
ical effect of the sudden secretion. If this be true, the essential feature 
in fertilization in Echinoderms is not .the membrane formation itself, but 
the secretion of a liquid from the interior of the egg. This conception 
is corroborated by an obsen:ation I made several years ago. I found 
that the unfertilized eggs of a sea urchin could be kept alive in sterilized 
sea water for a week, or possibly more. When sperm was added to 
such eggs, they developed, but without the formation of membranes. It 
is quite possible that a process of secretion may be produced in every 
egg through the entrance of a spermatozoon, while the actual separation 
of the surface film of the egg from the protoplasm is only a secondary 
mechanical consequence of this secretion, which mayor may not occur. 

Since I have only recently recognized the importance of the process 
of membrane formation for the complete physicochemical imitation of the 
developmental effect of the spermatozoon, I have not yet found time to 
see whether it holds good only for Echinoderms. An observation re­
cently made by Professor Lefevre on artificial parthenogenesis in a 
marine worm, seems to indicate that the artificial membrane formation, 
or rather the process underlying it, is of morc general importance. 
Lefene found that about 50 per cent of the eggs of Thalassema develop 
into normal larv::e, after having been exposed to sea water (to which a 
little acid had been added) for a few minutes. After they were taken 
out of the acidulated sea water, they formed a membrane and developed. 
The case seems to be similar to that of Asterina. The development of 
the eggs seemed to be normal, and the vitality of the larv", seemed to 
be the same as that 01 the larv", originating from fertilized eggs. I, as 
well as others, had, before Lefevre's observations, produced artificial 
parthenogenesis in the eggs of worms, but without artificial mem­
brane formation. In all these cases the larv", had always a diminished 
vitality, and the de\-elopment was often different from that of the egg 
fertilized by sperm. I had found thaUhe unfertilized eggs of Chatopte­
rus, a marine Annelid, can be caused to develop into swimming larvre* 
with certainty by adding a small but definite amount of a soluble potas­
sium salt; but the vitality of these eggs was considerably less than that 
of the larv", originating from fertilized eggs. I may also add - although 
this does not belong to our problem - that I noticed that the eggs of 
ChfEtoptcrus, which had been caused to develop parthenogenetically by 
KCI, reached the trochophore stage and began to swim about seem-

• Loeb. Am. Jour. Ph.ysiology. Vol. 4, p. 423, 19a1. 



FERTIUZATION 175 

ingly without segmenting. Frank Lillie* afterward examined such 
eggs histologically and convinced himself indeed that such is the case. 
Bullott produced a much more normal type of development in the un· 
fertilized eggs of another Annelid, Ophelia, by submitting these eggs 
for about two hours to hypertonic Sea water. In this case the segmen­
tation was normal and the larvre formed were also normal, but they 
only lived two days. It will therefore be of interest to find out whether 
in Chadopterus the same means which in Echinoderms lead to a mem­
brane formation are able to induce a parthenogenetic development 
which resembles in all its features the development caused by a 
spermatozoon. 

Kostanecki t found that by a treatment with hypertonic sea water, 
the unfertilized eggs of a Mollusk (M actra) could be caused to undergo 
the first segmentations; and I found afterward§ that this method led 
in other Mollusks (Lottia, AcmiEa) to the production of swimming larv",. 
I have recently tried my new method on the eggs of Lottia gigantea. 
It seems that the combination of the treatment with fatty acid and 
hypertonic sea water gives better results than the osmotic treatment 
alone. Some attempts have been made to cause the eggs of vertebrates 
to develop parthenogenetically. Bataillon II has shown that the unfer­
tilized eggs of the frog and of Petromyzon can be caused to segment as 
far as the morula stage by putting them for some time into a salt solu­
tion of a certain concentration, whereby they lose water. 

It was natural to try whether or not substances can be extracted 
from the spermatozoon which cause the unfertilized egg to develop. 
Pieri made the statement that this could be done, but he evidently worked 
with sea water contaminated by spermatozoa. After the appearance 
of my first paper, H. Winkler made experiments with the extract of 
spermatozoa of sea urchins which, according to his description, causeJ 
the eggs of the same species to go through the first stages of segmenta­
tion;~ no larvre, however, developed from these eggs. These experi­
ments were repeated by Gies, who tried to ascertain whether or not an 
enzyme could be obtained from the spermatozoon which caused the 
unfertilized egg to develop; but the results were absolutely negative. 
Not a trace of segmentation could be produced in eggs treated with such 
extracts. These results contradict the conclusions of Winkler.** I am 
inclined to believe that Winkler worked with sea water whose concen-

• F. Lillie, Archiv for Enfwickelungsmtclumik. Vol. 14. p. 477. H)02. 
t Bullot, Archiv for Entwiclulungsmechanik, Vol. 18, p. 161, 1904. 
t Kostanecki, Bulle. Academie de Scielues, Krakau, 1902. 
§ Loeb, University of California Publications, Ph.ysiolbgy. Vol. I, p. 7, '903. 
U Bataillon, A?'chiv for Entwickelungsmeckanik, Vol. IS, 1904. 
,. Hans Winkler, Nachridtfen tier Gesellsch. de?' Wissenschaflen zu Gotting-tn, p. 87. I9QO. 
•• Giel, Am. jtnlr. Pkysio/ugy. Vol. 6, p. 53. [gol. 
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tration had been slightly raised, or which had been rendered slightly 
alkaline through evaporation. In either case results such as he produced 
may be absenred. 

Max Cremer also obtained absolutely negative results when he 
tried to cause the development of fish eggs with extracts obtained from 
the sperm of the same species with the Buchner press. 

We may finally raise the question whether we can form, on the basis 
of the facts mentioned, any idea as to how the spermatozoon causes the 
egg to develop. From the facts stated in our fourth lecture in regard 
to cell division it is obvious that the essential effect of the spermatozoon 
consists in the transformation of part of the protoplasmic or reserve 
material in the egg into the specific nuclein or chromatin substance of 
the nucleus. In each nuclear division one half of the mass of each 
original chromosome goes into the nucleus of each of the two resulting 
cells. But during the resting period which elapses until these nuclei 
are ready to divide again, each chromosome grows to its original size 
again, and then a new division OCcurs. It is quite possible that the 
oxygen which is required for the process of cell division is needed for 
the synthesis of nuclein or chromatin substance. The fact that 
the rate of development is influenced by temperature in much the 
same way as are chemical reactions supports the idea given above 
that the essential feature of fertilization consists in the starting or the 
acceleration of a chemical reaction which is going on steadily in 
the egg. 

It was natural to think first of the possibility that the spermatozoon 
carries a positive catalyzer into the egg, and thus accelerates the above­
mentioned synthetical process, which might also occur in the unferti­
lized egg but too slowly to lead to any development. It occurred to me 
that if this idea were correct the unfertilized eggs of the sea urchin might 
segment in normal sea water if they only could be kept alive for a suffi­
cient length of time. In order to test this idea I took out the ovaries with 
bacteriological precautions and kept the eggs alive in sterile sea water 
for a week. Not an egg segmented, but when sperm was added, seg­
mentation occurred promptly. This observation did certainly not 
support my idea of the spermatozoon carrying a positive catalyzer into 
the egg. It then occurred to me that a rise in temperature should act 
like a spermatozoon, since a rise in temperature should accelerate the 
velocity of chemical reactions. While a rise in temperature promptly 
accelerates the development after the egg is fertilized, or caused to de­
velop by physicochemical methods, I have thus far not been able to start 
development in this way. 

It then occurred to me that a superposition of two methods of fer-
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tilization should lead to an acceleration of a process of development, 
if it were true that the nature of fertilization consisted in a positive cataly­
sis. I combined fertilization by sperm, osmotic fertilization, and the 
new method of fertilization in all possible ways in the egg of Stron­
gylocentrotus without, however, being able to accelerate the process 
of development; on the contrary, as a rule, the process of development 
was markedly retarded. The idea that the spermatozoon carries a 
positive catalyzer into the egg has, therefore, thus far not received any 
support. 

A second possibility which was to be considered was that the sper­
matozoon removes from the egg somehow a negative catalyzer or a condi­
tion whose presence in the egg prevents the development of the latter. If 
this were the casc, we could readily understand why a rise in temperature 
which accelerates the development in the fertilized egg cannot - as far 
as my present knowledge goes - start the process of development in 
the unfertilized egg. We can, moreover, well understand why a process 
of secretion which seems to underlie the membrane formation may be 
of such great importance for the process of development. Finally, we 
may be able to understand a fact which I have observed in the eggs oj 
starfish, and which has not yet been mentioned. When the eggs of 
Asterina or Asterias arc allowed to ripen) they will die within a few hours 
unless they develop either spontaneously or through the influence of 
sperm or some of the above-mentioned agencies.* The disintegration 
which leads to the death of the nondeveloping egg is obviously due to 
an oxidation, since I found that the same eggs when kept in the absence 
of oxygen will not disintegrate. We know that oxygen is an absolute 
prerequisite for the development of the fertilized egg. The fact that 
oxygen is a poison for the mature but nondeveloping egg shows that 
altogether different chemical processes must occur in the unfertilized, 
nondeveloping and the developing egg of the starfish. The process of 
fertilization seems, therefore, to consist in the elimination or alteration 
of a chemical condition in the egg, and that this alteration makes the 
processes of synthesis of nuclein material from the protoplasm possible_ 

In my first experiments on artificial parthenogenesis I was inclined 
to believe that the immediate effect of the methods employed consisted 
in a modification of the condition of the colloids in the egg. This view 
is contradicted ·by my recent experiments. When the process of arti­
ficial membrane formation is produced in the egg of a sea urchin, the 
egg does not show the changes leading to a cell division, e.g. the forma­
tion of astrospheres, until after one or two hours. But even this does not 

• Loeb, PflUger's Arddv, Vol 93, p. 59. 1902. University of California Publications, 
Physiology. Vol. 2, po. 147. 1905. 
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lead to the development of the egg unless the egg has been submitted 
for twenty minutes to the hypertonic sea water. It is therefore obvious 
that the process of astrosphere formation or similar alterations cannot 
be the direct effect of the act of fertilization and, moreover, it cannot be 
the essential feature of it. I am inclined to believe that the direct and 
essential effect of the spermatozoon and the methods of artificial par­
thenogenesis is the starting of a definite chemical process. and that the 
formation of astrospheres is only a secondary effect of this. 

It is in harmony with this idea that the process of segmentation in 
the case of artificial parthenogenesis is entirely regular,· and does not 
differ from that of fertilized eggs, provided that the right concentration 
and time of exposure are selected. 

I h",·e nat entered into a discussion of the cytological changes which 
are noticeable in an egg in which artificial parthenogenesis has been 
produced, and refer the reader to a masterly paper * by E. B. Wilson on 
this subject. 

.. E. B. "Vilson. Archiv for Entwickelungsmechanik, Vol. 12, p. 552, 1901. 



LECTURE X 

HEREDITY 

1. THE HEREDITARY EFFECTS OF THE SPERMATOZOON AND EGG 

IN addition to the developmental effects, the spermatozoon has a 
hereditary effect, inasmuch as it transmits the paternal qualities to the 
offspring. The experiments on artificial pa.rthenogenesis or chemical 
fertilization suggest the possibility that the developmental and the heredi­
tary agencies in the spermatozoon arc connected with different substances. 
O. Hertwig twenty years ago defined the process of fertilization as the 
fusion of two nuclei; namely, the egg nucleus and the sperm nucleus. 
While this fusion is apparently of importance for the hereditary effects, 
one fails to see how a fusion of two nuclei must cause an egg to develop. 
The experiments on artificial parthenogenesis indicate clearly enough 
that the development of the egg can be caused without even the presence 
of a sperm nucleus. On the other hand, the experiments on merogony 
show that a fragment of egg protoplasm which has no nucleus can 
develop when fertilized by a spermatozoon. Delage made extensive 
experiments in which he cut pieces of protoplasm from the egg of 
Echinoderms, Annelids, and Mollusks.* These pieces develop'ed when 
a spermatowon entered into them. In this case fertilization occurred 
without a fusion of nuclei, as there was no egg nucleus present. 

It is a very striking fact that for the first stages of development the 
hereditary influences of the spermatozoon and the egg are by no means 
equaL It seems that for these first stages the influence of the egg by 
far exceeds that of the spermatozoon. It may almost be said that 
the first stages of the embryo are exclusively or almost exclusively 
determined by the egg, and not by the spermatozoon. This is best 
illustrated if we hybridize forms whose first stages of development differ 
radically from each other, e.g. sea urchin and starfish. The pure larvre 
of both forms go through a blastula and gastrula stage, but then their 
development becomes strikingly different, inasmuch as the sea urchin 
larva develops into a pluteus with a skeleton, while the starfish larva 

• Delage, Ardtives de Zo%pt expmmenl411, Vol. 7, p. 38.), 1899. 
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forms no skeleton. If the egg of a sea urchin is fertilized by the sperm 
of a starfish, those larvre that live long enough develop invariably into a 
pluteus.* It would be interesting to ascertain whether the hybrid 
larvre produced from a starfish egg by the fertilization with a sea urchin 
spermatozoon ever form a pluteus lan'a. These data also indicate 
that the statement that fertilization consists in the fusion of two nuclei 
docs not cover all the facts. 

As far as the adult is concerned, it seems that, as a rule, spermato~ 
zoOn and egg have an equal share in the transmission of the hereditary 
qualities. Mendel states that in the case of the hybridization of two 
species of peas, a and b, the results were the samc, whether the pollen came 
from the species a and the egg from the species b, or vice versa. We 
shall sec latcr on that the early embryo is to a certain extent predeter­
mined in the protoplasm of the egg. This makes it natural that these 
early stages should depend upon the egg, and not upon the spermato­
zoon. As far as the adult is concerned, the protoplasm has to be formed 
by the taking up of food, and the chemical as well as the subsequent 
physical changes 'which the material undergoes ,vill be under the in­
fluence of the catalytic agencies of both the egg and the spermatozoon. 

We do not know which circumstances in the sexual cells determine 
the hereditary effects, although one would naturally think tirst of definite 
chemical compounds as the bearers of hereditary qualities. The greater 
part of the spermatozoon, namely, the head, consists of a salt \"hose 
acid is nucleinic acid, \vhose base in some fishes and starfish is pro­
tamine, in other forms histones, which latter, however, are closely related 
to the protamines. In order to decide whether the nucleins or the 
histones or the protamines are of importance for the hereditary qualities, 
it would be necessary to decide whether the nuclei of the eggs of one 
form contain always the same base as that found in the sperm of the 
same species. This should be expected from the fact that the hereditary 
influence of egg and sperm is equal in the adult offspring, at least. 
It seems that the base is not always identical in the egg and sper­
matoz05J;l of the same species, and this seems to indicate that the 
nucleic acid is of more importance for heredity than protamines and 
histones. Aside from the nuclein we find albumin and globulin, es­
pecially in the tail, and in !be latter also lecithin, cholesterin, and fat. 
Miescher believed that in the head of the spermatozoon an iron compound 
exists. It is impossible to draw any far-reaching inference concerning 
the nature of the substances whicll. transmit hereditary qualities from 
these meager data. 

The iact tliIit !be spermatozoon contributes just as much to the trans­
• Loeb, loc. cit. 
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mission of hereditary qualities in the adult as the egg, although the mass 
of the latter is, as a rule, many times larger than that of the spermato­
zoon, makes it certain that only a small fraction of the contents of the 
egg has anything to do with this transmission of hereditary qualities. 
Since the head seems to be the more important part of the spermatozoon 
for the process of heredity, and this head is a homologue of the egg 
nucleus, Boveri expressed the idea that the nucleus, and not the proto­
plasm, is the really significant part of the egg in matters of heredity. 
In order to test this idea he undertook a very ingenious experiment; 
namely, the fertilization of an enucleated fragment of the egg of one 
species of the sea urchin by the sperm of another species. If his view 
were correct, such a hybridization should produce a larva with purely 
paternal characteristics, as the egg only furnished the protoplasm which 
was not expected to influence the hereditary qualities. The execution 
of this experiment is extremely difficult. Boveri is inclined to belie"e 
that) according to the experiments carried out so far, the fertilization 
of enucleated fragments of eggs of S phmrechinus by the sperm of Echi­
nus yields plutei of a pure type of Echinus, although he does not consider 
the question as definitely settled.* I am inclined to believe that in the 
eady stages the paternal influence would, at the best, be very slight. 

The egg protoplasm contains more or less reserve material which is 
only gradually transformed into the characteristic compounds of the 
embryo. It is therefore obvious enough that at first the embryo must 
show effects of this relation. When the protoplasm of the egg possesses 
a striking pigment, the larva will possess the same for some time at 
least; if such an egg is hybridized with the sperm of a form whose egg 
is unpigmented, the larva will, of course, possess a "maternal"~ quality 
which is due solely to the protoplasm (Driesch). In the eggs of birds 
the incubation period depends ceteris paribus upon the mass of yolk. 
When a species with a long incubation period is crossed with one of a 
short incubation period, the egg, and not the sperm, determines the 
incubation period, as Whitman observed in pigeons. It is obvious, 
then, that during the first stages of development an influence of the 
protoplasm upon heredity may make itself felt, which will disappear as 
Soon as the protoplasm of the egg has been transformed into the tissues 
of the embryo. It does not seem to me that a discussion as to the rela­
tive influence of protoplasm and nucleus upon heredity will prove 
very fertile, but that it is necessary to transfer this problem as soon as 
possible from the field of histology to that of chemistry or physical 
chemistry. This view is supported by investigations concerning the 
toxic effects of blood of one form upon not too closely related forms . 

• Boven.-Arckiv for Entwiclulungsmuh4niR. Vol. 2, p. 394. 18g6. 
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U nti! about thirty years ago the idea was held generally that a trans­
fusion of the blood of an animal into the veins of a human being was 
permissible or advisable in the case of severe loss of blood. We know 
to·day that in such cases physiological salt solutions or human blood 
must be injected, and that the blood of animals is gene-raUy toxic. This 
important discovery was made by Landois,* who showed that blood of a 
foreign species generally destroys the red corpuscles of the animal into 
which it is infused. He investigated systematically the destructive 
force of foreign blood upon the red corpuscles of various animals, and 
made the remarkable discoycry that there exists a striking relation be~ 
tween this effect and the blood relationship of animals. I will quote 
the summary of this part of his investigation: "1,,1 Y results include a 
point which is of importance for the systematic order of animals; 
namely, that those animals which are closest to each other in regard to 
their anatomical qualities also possess the most homogeneous blood, 
inasmuch as a transfusion of blood between two closely related animals 
brings about the least rapid destruction of the foreign blood. The 
transfusion thus offers us a means of determining in questionable cases 
the relationship of animals. A transfusion of blood is possible between 
varjeties of the same specjes; the blood of species that arc vcl)' close to 
each other shows hemolysis only very gradually, and the animals with­
stand large quantities of foreign blood; the more distant, however, 
animals arc, the more violent the effects of the foreign blood become" 
(p. 289). The hemolysis consists in the red blood corpuscles becoming 
permeable for the hemoglobin they contain, which begins to diffuse 
out. The red blood corpuscles become in consequence pale (ghosts or 
shadows). It is obvious that this diffusion of the hemoglobin is rendered 
possible through some chemical alteration of the blood corpuscle. The 

.experiments of Landois prove that the blood of closely related species 
is chemically and physicochemically more nearly identical than the 
blood of more distant forms. More recently the observations of Landois 
were taken up by Friedenthal,t Gruenbaum, and Nuttall.t These 
experimenters were able to avail themselves of Borde!'s precipitation 
method. Bordet had found that after serum of a foreign species has 
repeatedly been injected into a rabbit, a precipitation will occur when 
blood of that foreign species and the blood of this rabbit are mixed. 
Moreover, the same reaction occurs when blood from an animal r,lated 
to the one whose serum had beeR injected is mixed with the blood of 
the rabbit. Friedenthal and Nuttall used this reaction to find out the 

.' lA:udou~:bie Transfosion t4s Blutes, Leipzig, 1875. 
t Ftteae'Stbal, Engelmann's Ardziv, p. 494. IgoI; and Berliner klinisch·tkwajeup.. 

lisdu W ot:!unsckrifl, 1904. . • 
:t G. N.~, Blood Imlllunity and Blood Relationsltip, Cambridge, 1904. 
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blood relationsrup of animals. Nuttall found among others that if 
dog's serum was injected into a rabbit, the serum of this rabbit after~ 
ward gave a precipitation with the blood of eight various canides, 
but with the blood of no other group of animals! These experiments 
may also explain why the bastards between the sea urchin and starfish 
show a much greater mortality than the pure breed. In my expcri~ 
ments the hybrids between starfish and sea urchin died in large 
numbers after they reached the blastula or gastrula stage.* It seems as 
if the spermatozoon of the starfish, in addition to a developmental sub~ 
stance, also carries something else into the sea urchin's egg which poisons 
the latter. It remains for further experiments to decide how far the 
physicochemical incompatibility of heterogeneous species which Landois 
and his successors discovered, restricts heterogeneous hybridization. It 
is, however, already obyious enough that ultimately the problem of 
hybridization and heredity must be transferred from the morphological 
to the chemical or physicochemical field. 

We may now continue the discussion of the problem of heredity. 
The man whose work marks with that of Landois the beginning of a 
real theory of heredity had a fate similar to that of Landois. Gregor 
Mendel was a teacher of physics in Graz, and evidently the writings of 
Danvin induced him to investigate the laws of heredity; but he went 
at the problem in a spirit so entirely different from that of the biologists, 
and at the same time in a way which was so superior, that his discoveries 
were entirely overlooked for over thirty years, until De Vries discovered 
the same facts, and also discovered accidentally l\1endel's paper. At 
almost the same time Correns and Tschermak also called attention to 
Mendel's work. Mendel t carried on experiments on the hybri?ization 
of varieties of peas which he selected so that they differed in only one 
characteristic. It was his intention to find out what became of tha: 
discriminating or critical characteristic in the offspring. He found that 
the children of such parents - the first generation of hybrids - did 
not occupy an intermediate position between the two parents in regard 
to the discriminating characteristic, but were all pure breeds, inasmuch 
as the discriminating characteristic of one parent was transmitted to 
all of the children, wrule the characteristic of the other parent was ap­
parently not transmitted. The discriminating characteristic of the peas 
used. by Mendel for rus experiments were, e.g., the difference in the shape 
of the ripe seeds, whether they were spherical or angular. When he 
crossed two forms of peas which were identical in every respect, except 

"Loeb,loc. cit. 
t Gregor Mendel. V",sudu ubtr lJianun!t.ylJritk, Ostwald. KIassiluyder Naturwisu,!­

schojlm, Vol. 121. De Vrie&, Die MNiationst/u(lrie, Leipzig, 19o1. 
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that the shape of one parent was angular that of the other round, all 
the children or hybrids of the first generation had round seeds. It 
was immaterial whether the female or the male was of the round seed 
variety. If we now assume, as we must, that there is also a corre­
sponding difference in the sexual cells of the round seed variety and the 
angular seed variety, we must assume that in the mixing of the two the 
determinants of the round shape of the seed dominated, while the de­
terminants for the angular shape of the seeds were prevented from 
manifesting themselves. 

In another set of experiments l\fendc1 crossed two varieties which 
were alike in every respect except the coloration of the albumin of the 
seed (endosperm). In one variety this possessed a pale yellow color, 
in the other it \\'as green. The children of two such parents possessed 
only yellow endosperm. 

In a third case the discriminating characteristic between the two 
parents was the color of the shell of the seed: one was white, the other 
gray or grayish brown. The former also had white blossoms, the latter 
riolet blossoms. The children all had seeds with gray shells and violet 
blossoms. 

It is therefore obvious that in these cases one characteristic dominated, 
and 1vlendel called this the dominating characteristic, "'hile the other, 
which was suppressed in the first generation of children, he called the 
recessive characteristic. Thus the spherical shape of the seed is a domi­
nating, the angular shape a recessive, characteristic. 

The first generation of hybrids was therefore in regard to the dis­
criminating characteristic not distinguishable from the pure breed of 
the OTIe parent, which possessed the dominating characteristic; yet it 
was different in one respect, namely, its sexual cells. The child of 
two parents, the one of which possessed angular, the other spherical 
seeds, possessed two kinds of sexual cells in about equal number j 
namely, one half being cells possessing the determinant for the dominant, 
the other possessing the determinant for the recessive, characteristic. 
This foHows from the results of Mendel's experiments when he crossed 
the hybrids of the tirst generation among themselves. In this case 
there was no uniform offspring, but the two distinct types, one with the 
recessive and one with the dominating characteristic, now reappeared. 
Only a fraction of the hybrids of the second generation had the dominant 
characteristic, the rest had the recessive characteristic. When the number 
of the individuals used for experimentation was sufficiently large, there 
existed alwa.ys a definite ratio between the two kinds of offspring: the 
number,~ hybrids with the recessive characteristic was always one 
third of those with the dominating characteristi"c. This is exactly what 

-*t 
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we should expect if the hybrids of the first generation possessed two 
kinds of sexual products in equal numbers; namely, those of the 
paternal and those of the maternal species or variety. If a large number 
of individuals of this kind be crossed, according to the law of probability, 
in one fourth of the cases an egg cell with the determinant for the reces­
siye characteristic and a pollen cell of the same type would meet. This 
would result in pure offspring with the recessive characteristic. In one 
fourth of the cases egg cells with the determinant of the dominating 
characteristic would meet with the pollen of the same type, and the re­
sult w:mld be pure offspring with the dominant characteristic. In one 
fourth of the cases an egg ccli with the determinant for the dominant 
characteristic would be met by pollen cells with the determinant for the 
recessive characteristic, and this would give rise to individuals with the 
dominant characteristic; in the last fourth of the cases an egg cell with 
the detenninant for the recessive characteristic would be mel by pollen 
with the determinant for the dominant characteristic, and this again 
would give offspring with the dominant characteristic. In this way 
three fourths of the tolal offspring in the second generation would have 
the appearance of the species or variety ,vith the dominant, and one 
fourth of the total offspring would have the appearance of the species 
with the recessive, characteristic; both kinds would therefore be in the 
numerical relation of one to three, as stated. 

Through many cultures, Mendel has shown that his conclusions are 
correct. Thus, e.g., his theory demanded that if the last·mentioned 
experiment be continued, and the individuals of the first-mentioned 
fourth of the offspring, namely, the ones that have reverted to the 
recessive character, be bred among themselves, only pure br~eds with 
recessive character should be produced. The experiments proved that 
this is entirely correct. 

Mendel raised also the question as to what would happen if varieties 
of peas which differ in regard to two or more charactrristics should 
be hybridized. In this case, the hybrids of the first, as well as of the 
later, generations behaved as if a specific hereditary sub~tance existed 
for each characteristic, and as if these substances did not irtluence each 
other. For each one of the discriminating characteristics, the same laws 
hold which existed where the varieties differed only in regard to one 
characteristic. 

The epoch-making importance of Mendel's work lies in the fact that 
he, for the first time, gave not a hypothesis but a theory of heredity, 
which made it possible to predict the results of hybridizations numeri­
cally. His work forms the basis for all further work in this field which 
is of equal theoretical and practical importance. 
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The observations of Mendel have since been confirmed and enlarged 
upon. Not only botanists like De Vries, who independently rediscovered 
Mendel's laws, but also zoologists like Bateson and his pupils, Cuenot, 
Castle, Guyer, and many others, have added to this field. 

11endcl's laws do not, hO\vever, include all the cases of hybridization. 
De Vries has investigated this field in a masterful way, and has shown 
that there are at least hvo types of hybridizations: one in which, as in 
Mendel's cases, a separation of the discriminating characteristics occurs 
again in the offspring, and another in which constant races are at once 
produced. This type of hybridization is the one which proves especially 
useful to plant breeders in their attempts to produce new varieties. 
De Vries believes that the latter type of hybrids is produced when the 
sexual cells of onc parent hayc a determinant for which there is no cor­
responding determinant in the sexual cells of the other parent. 

The objection might be raised that such a theory of chemical deter­
minants in the sex cells as the cause of heredity might find difficulty 
in explaining the heredity of instincts; I believe that the contrary is 
the case. In a paper on "Egg Structure and the Heredity of Instincts" * 
I have pointed out that the hereditary character of the instincts demands 
a chemical rather than a morphological theory of heredity. Many 
instincts are obviously the outcome of tropisms. For the transmission 
of an instinct based on heliotropism, all that is required is the presence 
in the sexual cells of photosensitive material, or of a substance from 
which such material can be formed. 

The current morphological and cytological literature contains many 
attempts at explaining the phenomena of heredity on a purely morpho­
logical or cytological basis. There is no objection to this, as long 
as we realize that the morphological structures can only playa r6le 
through their physical and chemical properties. 

2. THE DETERMINATION OF SEX AND THE SECONDARY SEXUAL 

CHARACTERS 

Several years ago an embryologist published the hypothesis that sex 
could be determined by submitting the mother to a certain diet. Delage 
pointed out that this idea was contradicted by the fact that in about 
30 per cent of the cases twins have different sex, which would be 
impossible if the diet of the mother determined the sex of the offspring. 
There is, however, one condition under which twins have invariably 
the same se;r namely, whell they come from the same egg. We have 
seen in II tormer lecture that from one egg twins can arise; namely, 

• Loeb, Tlu Monist, 1897 . 
.. ~ 
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when the contents of the egg are cut in two during the early periods of 
development, e.g. when the first two cleavage spheres become separated 

·from each other. In the case of mammalian or human twins, we possess 
a criterion for the fact whether they come from one or two eggs in the 
condition of the egg membranes. Twins coming from different eggs 
have as a rule separate chorions. This follows from the development 
of the chorion. In all cases where twins ha~'e a common chorion they 
have also identical sex. This indicates that the sex of the embryos was 
determined before the germ was split into two parts, and as this must 
occur in the earliest stages of development, it follows that the sex of an 
embryo is definitely determined very early; how early can only be 
guessed at in mammalians, but in certain lower forms it can be shown 
that the sex is already preestablished in the egg before the egg is even 
fertilized. 

A striking example for this assertion was discovered by Korschelt 
in Dinophilus apatris, a worm of the group of Turbcllarians. As 
Korschelt's paper is not accessible to me, I quote the observation after 
Lenhossek.* Dinophilus lays two kinds of eggs, the one large and 
opaque, the other small and transparent. The eggs are fertilized inside 
the body of the female, and are afterward deposited in the sea water. 
Korschelt separated the two types of eggs, and found that the large 
opaque eggs give rise to females, the small transparent eggs to males. 
If this observation is correct, there can be no doubt left that in this case 
Sex is already determined in the egg before the egg is fertilized. 

Facts of a somewhat analogous character seem to exist in a number 
of forms such as plant lice, Cladocera and Roti/ers. The A phides are 
viviparous as long as the temperature is not too low and the plant is 
not drying out. Under such conditions they give rise to offspring of one 

. sex only, namely, females. These reproduce females parthenogeneti­
cally which possess no receptacle. When the plant dries out, or the 
temperature becomes low, in addition to females, males are also produced. 
The females which originate at this time possess a receptacle, and hence 
can pair. After pairing they are not viviparous, but lay fertilized eggs, 
the so-called winter eggs. From such eggs parthenogenetic females 
invariably arise, and now the cycle may be repeated. It is obvious that 
at least the sex of the winter egg is determined as soon as it is formed. 
The same is probably true also for the sex of the embryo which pro­
ceeds from the summer eggs. In Cladocera conditions are not very 
different. From the winter egg females invariably arise, and these 
give rise parthenogenetically to females until, under conditions which 
have not been sufficiently investigated, males and females are formed, 

• Lenhossek; Das Prohkm 1" ~scklt:clthbestimmnuim Ursachm, Jena, 1903-
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which copulate. As in A phides, only a definite type of eggs, the so­
called winter eggs, require fertilization, and from the fertilized eggs a 
female originates in every casco In Rotifers also the winter eggs are 
said to require fertilization and give rise to females. 

We have already mentioned the fact that in bees the unfertilized 
eggs give rise almost, or quite exclusively to males, while females 
can only (or perhaps mainly) arise from fertilized eggs. This seems to 
indicate that the entrance of a spermatozoon may give the egg a female 
character, \vhilc without it, it has a male character. Lenhossek believes 
it is possible that in bees, as perhaps in most animals, two kinds of eggs. 
exist, one for each sex; that for some reason the male egg is not fertilized 
when it is laid, while the female is fertilized. It is, however, difficult 
to harmonize with such a view the fact that old queens, whose supply of 
sperm in the receptacle is exhausted, and virgin queens lay only male 
eggs. 

Among certain insects, e.g. the Hemiptera and Orthoptera, two 
kinds of spermatozoa have been found, but one kind of eggs. These 
two kinds of spermato;r,oa differ in regard to a single chromosome, which 
is found only in one half of the spermatozoa, while it is lacking in the 
other; or which is larger in one half of the spermatozoa than in the 
other half. 

The first one to recognize the existence of two kinds of spermatozoa 
was Henking, who stated that in Pyrrhocoris (a Hemipteron) one half 
of the spermatozoa of each male possessed a nucleolus while the 
other half did not. Montgomery afterwards showed that Henking's 
nucleolus was an accessory chromosome. To McClung * of the Uni­
versity of Kansas belongs the credit of having first recognized the 
importance of this fact for the problem of sex determination. He 
observed an accessory chromosome in one half of the spermatozoa of 
two forms of Orthoptera, Brachystola and Hippiscus, and traced their 
history. His conclusion may be quoted in full: "A most significant 
fact) and one upon which almost all investigators are united in opinion, 
is that the element is apportioned to but one half of the spermatozoa. 
Assuming it to be true that the chromatin is the important part of the 
cell in the matter of heredity, then it follows that we have two kinds 
of spermatozoa that differ from each other in a vital matter. We 
expect, therefore, to find in the offspring two sorts of individuals in 
approximately equal numbers, und,r normal conditions, that exhibit 
marked differences in structure. A careful consideration will suggest 
that nothing btlt sexual characters thus divides the members of a species 

,. C. E. MeC1ung. The Accessory Chromosome-Sex Determinant? Biological Bul­
letin, Vol. 3, p. 43, 1902-
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into two well-defined groups, and we are logically forced to the con­
clusion that the peculiar chromosome has some bearing upon the 
arrangement. 

HI must here also point out a fact that does not seem to have the 
recognition it deserves; viz. that if there is a cross division of the chro­
mosomes in the maturation mitoses, there must be two kinds of sper­
matozoa regardless of the presence of the accessory chromosome. It 
is thus possible that even in the absence of any specialized element 
a preponderant maleness would attach to one half of the spermatozoa,. 
due to the 'qualitative division of the tetrads'" * 

McClung was inclined to believe that that half of the spermatozoa 
which contains the accessory chromosome gives rise to male offspring~ 
while the other half gives rise to female offspring. 

E. B. \Vilson t has recently investigated the chromosomes of the 
sex cells in a number of Hemiptera, and ascertained that the occur­
rence of tVI'D kinds of spermatozoa is a constant phenomenon in this 
group. While in some forms the two kinds differ by an accessory chro­
mosome occurring in one half of the spermatozoa of a male, in other 
forms they differ in regard to the size of one of their chromosomes. 
In the latter forms this specific H idiochromosome" is large in one half 
of the spermatozoa of a male and small in the other half of the sperma­
tozoa. While 1fcCIung assumed that the accessory c!1romosome is. 
a determinant for the male sex, \\7iI50n shows that it is more probable 
that it gives rise to the female offspring. 

If we sum up all these data concerning determination of sex, we 
therefore come to the conclusion that sex is, in all probability, already 
predetermined in the sex cells. In some forms, e.g. Aphides and other 
parthenogenetic forms, Sex can unquestionably be determined by the 
eggs alone, and consequently we must assume here the existence of 
two kinds of eggs. In other organisms, like the Hemiptera and Or­
thoptera, we have two kinds of spermatozoa and apparently one kind 
of eggs, and in these cases it is the spermatozoon which determines the 
sex. There exists apparently a third type of forms, e.g. bees, ants and 
social wasps, in which both eggs and spermatozoa share in the deter­
mination of sex, inasmuch as the eggs alone determine the male, while 
the spermatozoon determines the female sex; if both are united, the 
influence of the spermatozoon predominates. If this is correct in this 
group of animals, only one kind of eggs and only one kind of sperma­
tozoa will be found.t 

II< McOung, loco cit. 
t E. B. 'Vilson, Sdmet, N. S. Vol. 22, p. 500, 1905. 
l It follows from these data that the female egg, or spermatozoOn, predetermine~ 

also a different group of instincts from the male egg. Morpbologically as well as in regard 
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A good deal of mysticism arose from the fact that the number of 
young males and females is so approximately equal in many forms, 
e.g. in the human race. The fact, discovered by McClung, that through 
the process of chromosome division two kinds of sex cells must be 
formed in equal numbers in the male of Hemiptera and Orthoptera 
removes this source of mysticism. 

The fact that all attempts to influence the sex of a developing embryo 
have thus far failed, harmonizes with the data gi\"cn above. Born and 
others maintained that it was possible to influence the sex of tadpoles 
or frogs, or of the larvce of flies, by the food on which the larvee were 
fed. These statements have proved to be untenable. 

]\.1aupas and Nussbaum have tried to determine sex, not by any 
influence upon the developing embryo directly, but upon its offspring. 
They experimented on a Ratifer, Hydatina senta. Nussbaum states 
that the mode of nutrition of the female embryo after it leaves the egg 
determines whether it will later give rise to large female eggs, or to 
small eggs for botb sexes. Maupas had stated that the temperature 
determines the sex; but Nussbaum disagrees with him, believing that 
temperature has no direct effect upon the determination of sex.* 

The two sexes differ also in regard to the so-called secondary sex­
ual characters, e.g. the shape of the antennre in male and female 
butterflies, etc. The question now arises, Are these secondary char­
acters already predetermined in the egg, or are they secondarily 
determined by the maturing or mature sexual glands? If the former 
were the case, the castration of the larvre before sexual maturity is 
reached should not prevent the development of the secondary sexual 
characteristics. Oudemans extirpated the sexual glands in caterpillars 
of Oeneria dispar, yet the butterfly showed all the secondary sexual 
characters. Professor Kellogg told me that he found that the castra­
tion of the young caterpillars of the silkworms has no effect upon the 
formation of the secondary sexual characters. These observations 
also agree with the idea that the secondary sexual characters are pre­
determined in the egg, and some of them possibly at as early a stage 
as the primary sexual characters. 

The idea that the sexual glands determine, e.g. by internal secretion, 

to instincts,. man and woman represent different species, and inasmuch as for a nonnaI 
and bappy bfe the instincts muM act as a guide, it would seem erroneous to attempt to 
make life for both sexes absolutely identical It would be equally preposterous, however, 
to insist that, for this reason, man and woman should not have equal rights. The traditional 
barriers to the rights of women are based, not on physiological grounds, but 0D the survival 
of the savage's idea, who made woman his slave. The adjustment of the sphere of action 
of womali should.~ left to her own instincts and judgment, and not to the dictation of 
lawyers and ~iticians. ~ 

.. For furl':ber information, see ·Herbst, Formative Reizt ill tkr tltitriscAm On/ogmISt. 
Leipzig, 1901. 
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the formation of all the secondary sexual characters, is also refuted by 
the following observations. There are cases of hermaphroditism known 
in which the one side of the body contained a testicle, the other an 
ovary. In hermaphroditic insects of this kind, it has been observed 
that the -secondary sexual characters differed also on the two sides, the 
side with the ovary having a female, the other side a male antenna. 
This would be impossible if a substance produced by the sexual glands, 
and circulating in the blood, were the cause of the secondary sexual 
characters. If, however, the primary as well as certain secondary 
characters are 'already preformed in the egg, it might be well possible 
that an egg was already female on one side and male on the other side. 

Crampton grafted the heads of one sex upon the bodies of the other 
sex in pupre of butterflies, in trying to find out whether the sexual 
glands could influence the secondary sexual characters on the head, 
but this was not the casc. There are then certain secondary sexual 
characters which seem to be determined before the sexual glands reach 
the mature stage. Certain secondary sexual characters, of course, such 
as develop at the period of sexual maturity, are determined by the 
development of the sexual glands and fail to appear when these glands 
are removed before the time of sexual maturity. 

3. EGG STRUCTURE AND HEREDITY 

The form of the body as well as the instincts of the arumal are trans­
mitted through the sexual cells. We are forced to assume that the egg 
or the spermatozoon must possess a structure of a degree of complexity 
equal to that of the adult, or that the development occurs in a manner 
which renders such an assumption unnecessary. It is hardly necessary 
to mention that we must choose the latter alternative. 

If we examine the living egg of a sea urchin or a starfish, we find 
that its contents are chiefly liquid. If such eggs are exposed to a slight 
one-sided pressure, e.g. under the cover glass, the surface film or mem­
brane bursts, and the liquid contents can be seen streaming slowly into 
the surrounding sea water. In this liquid minute granules are notice­
able, which may be solid, but the main mass of the egg is liquid. The 
nucleus is surrounded by a solid film. It is possible or probable that 
the chromosomes are, in a certain phase of cell division, solid, or 
possess a high degree of viscosity. This follows from the fact that 
the form of each individual chromosome remains constant through 
all cell divisions. It is obvious that a mass which is to a large extent 
liquid cannot possess a structure of such a degree of complexity as 
the adult starfish or sea urchin. Moreover, we can observe directly 
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that the solid constituents of the body, e.g. the skeleton, are formed 
later on, and that its form can, of course, be only indirectly pre­
determined in the egg. 

We are therefore forced to conclude that for the transmission of 
the hereditary qualities no complicated or morphological structure is 
required in the sexual cells. This harmonizes with the idea already 
gathered from the preceding parts of this lecture, that chemical 
conditions are the bearers of hereditary qualities in the egg, for the 
instincts as well as the form of the body. 

Driesch has shown that when a single cell of the two- or four-cell 
stage in the development of the egg in the sea urchin is isolated, this 
cell not only deyclops into a pluteus, but the mode of development 
is not essentially different from that of the intact egg.* It would be 
merely a play on words to speak in such a case of regeneration. The 
development in the early stages consists in successive divisions of each 
cell and the creeping of each of these cells to the surface, so that finally 
the mass of cells thus formed is a sphere with cells at the surface, while 
a space in the center remains free from cells and is filled with a liquid. 
The cells at the surface of this hollow sphere then form cilia at their 
external surface, and in this stage the larva, which now begins to swim 
through the motion of the cilia, is called a blastula. The next stage 
in the development is the growing in at one spot of the blastula, of a 
group of cells, into the hollow space of the sphere; and the cells thus 
growing in, form finally an inner lining of the cells of the blastula. This 
process is called the gastrulation, inasmuch as this inner lining is the 
beginning of the alimentary tract of the larva. At this stage the larva 
is called the gastrula. Later on large cells are formed, the mesenchyme 
cells, which creep to certain places in the gastrula, giving rise to the 
skeleton, probably through the secretion of CaCO" or of a substance 
that leads to the formation of CaCO,. According to Driesch, the pro­
cess of development of a pluteus from an isolated ccli of a two- or four­
cell stage of the sea urchin's egg occurs in practically the same way, 
as in the 'case of the development of an intact egg; except that the 
larva developing from a single cell of the two- or four-cell stage is smaller 
than the normal larva, having only one half or one fourth the mass 
of the latter. There may be also slight differences in the development, 
owing, as I believe, to a kind of hysteresis, inasmuch as the side of the 
cell which was in contact with the other cells of the egg before the blas­
tomeres were separated, acts possibly a little differently from the other 
sides l These .experiments of Driesch are of great importance, inas-

• For the extensive literature on this subject, see E. B. Wftson's book, Tlu Cdl, New 
York, 11}OO j or T. H. Morgan's book on Regeneration, New York, 1900. 
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much as they show how twins, triplets, and quadruplets can originate 
from one egg. The lack of any complicated structure in the unseg­
mented egg is, I believe, evidenced very strikingly in the following 
observation. I have mentioned in a former lecture that if the egg of 
a sea urchin (Arbacia) is put into diluted sea water (equal parts of 
sea water and distilled water), many eggs 
will burst, and part of the protoplasm will 
flow out, without necessarily being separated 
from the rest of the egg. In this case the 
normally spherical egg is transformed into a 
double sphere or a dumb-bell-shaped mass 
(Figs. 35 and 36). This mass may give 
rise to a single embryo, or to "Siamese 
twins," and whether the one or the other 
occurs depends upon the width of the piece 

FIG. 35. 

a1> (see Figs. 35 and 36) that connects the two spheres.* If this 
piece is very narrow, as in Fig. 36, twin blastulre will originate from 

~ 
.~ /{UCI'~"" : 

M ........ ~ 

FIG. 36. 

such an egg; if it is wicie, as in Fig. 35, 
only a single embryo "vill develop from 
it. Why this should be so can be readily 
recognized. We have already stated that 
the cells have a tendency to creep to the 
periphery of the egg, thus leaving an 
empty space in the center which becomes 
the blastula cavity. When the connecting 
piece is very narrow, it will be filled with 
cells, and the two segmentation cavities 

can and will remain separate, and two blastulae will be formed (Fig. 
37). If, however, the piece ab is wide (Fig. 38), an open space will 
be left in this connecting piece, by which 
the two blastula cavities communicate, 
and in this case only one blastula cavity, 
and hence only one embryo will be formed. 
The distorted dumb-bell-shaped blastula 
soon becomes spherical (through the 
secretion under pressure of liquid into 
the interior), and a normal larva results. 
These facts prove that as far as the 

FIG. 37. 

formation of the blastula is concerned there is no preformed structure of 
any high degree of complication present in the egg; and this is still more 
true for the later embryonic formations, which follow the blastula stage . 

• Loeb, Arclziv for Entwicll~/ungsmechanik, Vol. 8, p. 363. ISgg. 
o 
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In these deformed eggs the distribution of the nuclear material 
during cell division is entirely different from that which normally occurs; 
yet normal embryos result. Driesch has shown the same in a different 
way; namely, by submitting the developing eggs to pressure. In 
eggs thus flattened, the planes of segmentation differ from those of the 
normal egg, yet normal embryos are formed. These observations 
exclude the idea that the distribuiion of the nuclear material through 
the egg is of importance for the form of the embryo. 

Driesch succeeded in causing fertilized sea urchins' eggs to fuse in 
a number of cases. Such a fusion of the masses of two fertilized eggs 

FIG. 38. 

into onc, resulted in the formation of a sin­
gle giant embryo (pluteus).* Such a result 
would be inconceivable did the egg possess 
a structure of such a degree of complexity 
as the adult animal. Zur Strassen thad 
already before Driesch's experiments made 
the observation that the eggs of a parasitic 
worm, Ascaris, occasionally give rise to 
giant embryos through the fact tbat two 

eggs fuse and that their combined masses now give rise to but one 
organism. If the egg possessed a complicated structure, the fusion 
of the masses of two eggs could no morc give rise to a single individual 
of gigantic dimensions than two individual adult animals could be 
transformed into one by fusing their masses. I have also observed 
that with the proper chemical treatment the eggs of the starfish and 
of Cluetoptcrus can be caused to fuse; that from two or more such 
eggs a single giant embryo may result.:j: 

Boveri and Driesch assume the existence of a certain simple struc­
ture in the unfertilized egg of the sea urchin. According to Boveri, 
the egg protoplasm consists of three layers occupying different part3 
of the egg (see Fig. 6, p. 31). These three masses can still be recog· 
nized in the first four cleavage cells, but in the eight-cell stage cells 
arise which no longer contain all three layers. It is possible that only 
such isolated cells can give rise to a single embryo, as contain all three 
layers. This may account for the fact that an isolated blastomere of 
the four-cell stage can still develop into a normal embryo, while the 
same is no longer true for the isolated cell of the eight-cell stage.§ 
As far as the possible origin of the differentiation observed by Boveri 
is concerned, I have noticed in an Ophiurian that the Ommature eggs 

t ~~~::,h;;!eZt: ju~~~'::c'1d=~;~~~!'f:a::1; ~C::l.P7,4:~~.goo. 
',t·iJceb, Am. Jour. Pkysiowgy, Vol. 4J p. 423, 190to 
§ See Lecture 2. 
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are attached like berries on one side to a tissue which is ramified like 
the branches of a tree. That side which is attached to the tissue is 
free from pigment, while the other part is pigmented. I consider it 
quite possible that the difference in structure observed by Boveri in 
the egg of the sea urchin, as stated above, is of a purely physical 
character; namely, that it consists in the fact that different phases 
are represented in the egg. Two liquids separated by a layer of a 
more viscous substance might give rise to a differentiation, as noticed 
by Boveri. If two eggs fuse, the complete union of the corresponding 
layers in both eggs must be possible, in order to produce single 
embryos, as would be the case if the contents of two vessels were 
mixed, each of which contained oil and water. 

That the organs which originate later in the larva, e.g. the skeleton, 
are not preformed in the egg from the beginning is obvious, and re­
quires no further discussion. 

The idea that any structure which may exist in the undivided 
egg is of the simplest physical kind is also corroborated by the ob· 
servations made by Chun, Driesch, J\1organ,* and Fischel,t on the 
eggs of Ctenophores. The Ctenophores possess a simple bell· shaped 
body, the outside of which contains eight ribs or rows of cilia in sym­
metrical distribution. The above· named authors found that if the 
first two cleavage cells of the Ctenophore's egg are isolated, a Cteno· 
phore originates from each cell; that such a Ctenophore, however, 
possesses only four ribs. Fischel found that if the egg of a Ctenophore 
is cut into several pieces, and each piece gives rise to an embryo, the 
total number of ribs possessed by these larva: never exceeds eight. The 
body of a Ctenophore consists mainly of a jelly, or gel, and, in all prob­
ability, this gel already exists in the egg, and determines its shape 
and the symmetry relations of the future embryo, inasmuch as the ribs 
arrange themselves symmetrically on its surface. It is obvious that 
the degree of preformed structure in this case need not exceed the sym­
metry relations due to simple physical conditions. The difference 
between the Ctenophore's egg ane! the sea urchin's egg deserves some 
special mention. An isolated blastomere of the two-cell stage of the 
sea urchin's egg gives rise to a whole embryo, while an isolated blas­
tomere of the same stage in a Ctenophore's egg gives rise to but a half 
embryo, as far as the ribs are concerned. This difference is probably 
due to a difference in the viscosity of the contents of the two eggs, the 
fluid contents of the sea urchin's egg assuming a spherical shape again 
after isolation; while the blastomere of the egg of a Ctenophore, being 

• Driesch und Morgan, A"cltiv for EntwicRelungsmu/z.anik, Vol. 2, 1895. 
t Fiscbel.1rchiv f~ Entwidu1ungs1llulumiR, VoL 6, 1897. 



more viscous and jellylike, keeps the hemispherical shape, even after 
its isolation. If this idea is correct, it ought to be much more difficult 
to produce a giant embryo by the fusion of the contents of two eggs, 
in Ctenophores than in sea urchins, inasmuch as their fusion would be 
more difficult on account of the jellylike consistency of the main mass 
of the embryo. 

It seems that in the egg of Mollusks, also, the simple symmetry 
relations of the body are already preformed. It is well known that 
there are shells of snails which tum to the right while others turn in 
the opposite direction. The shells of Lymnaus turn to the right, those 
)f Planorbis to the left. It had been observed that the eggs of right­
tVound snails do not segment in a symmetrical, but in a spiral, order. 
:::rampton and Kofoid discovered independently of each other that 
n left-handed snails an asymmetrical spiral segmentation occurs also, 
out the direction of the spiral is the reverse of that in the segmentation 
of the right-handed snails.* The asymmetry of the body in snails is 
therefore already preformed in the egg. The conditions which de­
:ermine such an asymmetry may be of a very simple character.t 

From the facts we have thus far discussed it is obvious that in eggs 
Nhose contents possess a high degree of fluidity not much beyond the 
;implest symmetry relations can be preformed. A higher degree of 
lfeformation is only possible where liquid and solid constituents are 
:ontained in different parts of the egg. 

E. B. Wilson t has recently found a still more marked differentiation 
n the eggs of some Annelids and Mollusks than the cases thus far 
liscussed. Wilson isolated the first two blastomeres of the egg of 
r:..anice, an Annelid. These two blastomeres arc somewhat different 
n size; from the larger one of the first two blastomeres, the segmented 
runk of the worm originates. Wilson found that "when either cell 
,f the two-cell stage is destroyed, the remaining cell segments as if it 
till formed a part of an entire embryo. The later development of the 
wo cells differs in an essential respect, and in accordance with what 
ve shouW expect from a study of the normal development. The pos­
erior cell develops into a segmented larva with a prototroch, an asym­
"etrical pre-trochal or head region, and a nearly typical metameric 
eta-bearing trunk region, the active movements of which show that 
he muscles are normally developed. The pre-trochal or head region 
tears an apical organ, but is more or less asymmetrical, and, in every 
ase observed, but a single eye was present, whereas the normal larva 

* Crampton. New York Academy of Sdmus, 1894; Kofoid, Proceedings 0/ tJu Am. 
rcademy of Arts,4.'fd Sdt'hus, Vol. 290 1894-

1 Conkliu"lI'inatomistAer Anu.Tfff. Vol. 23. p. 577. 1903 .. 
t E. B. Wilson, Science, VoL 20, p. 748, 1904; and Jour. Exper. ZoOL, Vol. 1. 
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has two symmetrically placed eyes. The development of the anterior 
cell contrasts sharply with that of the posterior. This embryo like­
wise produces a prototroch and a pre-trochal region, with an apical 
organ, but produces no post-trochal region, develops no trunk or sctre, 
and does not become metameric. Except for the presence of an apical 
organ, these anterior embryos are similar in their general features to 
the corresponding ODes obtained in Dentalium. None of the indi­
viduals observed developed a definite eye, though one of them bore a 
somewhat vague pigment spot. 

H This result shows that from the beginning of development the mate­
rial for the trunk region is mainly localized in the posterior cell; and, 
furthermore, that this material is essential for the development of the 
metameric structure. The development of this animal is, therefore, 
to this extent, at least, a mosaic work from the first cleavage onward 
- a result that is exactly parallel to that which I earlier reached in 
Dentalium, where I was able to show that the posterior cell contains 
the material for the mesoblast, the foot, and the shell; while the ante­
rior cell lacks this material. I did not succeed in determining whether, 
as in Dentalium, this early localization in Lanice preexists in the un­
segmented egg. The fact that the larva from the posterior cell develops 
but a single eye, suggests the possibility that each of the first two cells 
may be already specified for the formation of one eye; but thls inter­
pretation remains doubtful from the fact that the larva from the ante­
rior cell did not, in the five or six cases observed, produce any eye." 

It should, however, be pointed out that the posterior cell, which 
in the whole egg only seems to form the segmented trunk of the 
animal, forms a head if isolated, although the latter in th.e cases 
thus far obsented was not symmetrical. \\t e do not wish to enter 
further into this field of experimental embryology, and we refer the 
reader, in addition to the papers mentioned here, to those published by 
Chabry, Conklin, Driesch, O. Hertwig, Morgan, PflUger, Roux, Schultze, 
Whitman, Wilson, and many others. It was our intention in this 
connection only to show that the first structures in the egg do not seem 
to be beyond the reach of purely physicochemical data. On the other 
hand, these data corroborate still further the statement that the early 
forms of the embryo are determined by the egg, and in no way depend 
"pon the spermatozoon. It has occasionally been suggested that it 
might be possible to produce an organism from a spermatozoon alone, 
if the latter were only transplanted into a nutritive medium. This 
could only be true if the culture medium used possessed also the typical 
;tructure of the egg, which is not very likely. 

Boveri and others have shown that often very early in the develop-
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ment, part of the substance of the egg is laid aside as the germ from 
which the sexual glands develop. While the rest of the egg is 
transformed into the various organs of the body, this part remains 
what it- is; namely, embryonic matter. This embryonic matter 
begins to grow at a certain stage in the development. Miescher * 
has investigated this phenomenon somewhat in the case of the salmon. 
The salmon leave the ocean and migrate into rivers to spawn. 
When they begin to go into the rivers their testicles and ovaries 
possess little weight, while their muscles are powerfully developed. 
At this time the testicle is only ro1oo to ~h of the weight of the 
whole animal, while a few months later it is 5 per cent of the body 
weight. In the female fish the relative weight of the sexual glands 
is still more considerable. According to Miescher, the salmon do not 
take up any food while they are in the fresh water. The source of 
material from which the sexual glands are built up must therefore be 
in the animal. Possibly through an increase in hydrolytic processes 
this material gets into the blood and is retained by the sexual glands. 
Miescher found that the muscles apparently furnished the material 
from which the glands are built up. The male and female animals 
behave somewhat differently in regard to the utilization of the 
material furnished by the muscles. In the sexual gland of the males 
the protein taken up from the blood is partly hydrolyzed, and the prod­
ucts, according to Miescher,-protamin, guanin, sarkin,-collect in the 
spermatozoa. In the ovaries this hydrolysis does not occur, and the 
protein of the blood is utilized for the building up of the eggs whose 
mass is considerably larger than that of the spermatozoa. The hydroly­
sis of the muscles is due, according to Miescher, to lack of oxygen, 
caused in his opinion by the diminution in the rapidity of the circula­
tion of the blood through the muscles at the time of the growth of the 
sexual glands . 

• Miescher, Hist(Jckemi$cne und pk)'si%giscke Al'beiten, Leipzig, 1897. 



LECTURE XI 

ON THE DYNAMICS OF REGENERATIVE PROCESSES 

X. SACHS'S HYPOTHESIS OF THE FORMATION OF ORGANS 

THE investigation of the physicochemical conditions for the for­
mation of organs in the egg meets with the difficulty that the germ is 
too small for a thorough experimental analysis of the processes which 
occur there. It seems to me that it will be easier to use for such an 
analysis another series of morphogenetic processes; namely, regen­
eration. In many plants and animals when an organ is cut off, a new 
organ is formed which is identical with the lost organ. The only scien­
tific hypothesis of morphogenesis which we thus far possess,-namcly, 
that of Sachs, * - starts with the processes of regeneration. 

Sachs takes it for granted that the variety in the form of organs 
is determined by a corresponding variety in their chemical constitution. 
As an illustration of the relation between chemical constitution and 
the formation of organs, he uses his experiences with the influence of 
light upon the origin of blossoms. If plants, e.g. TroptEolum majus, 
are put into the dark in spring, their flowering buds which are already 
formed are not able to develop. In the dark the assimilating power 
of the green plant is inhibited, and Sachs concluded that the specific 
substances which are required for the formation of the blossoms cannot 
be formed by the leaves in the dark. In the light, however, these sub­
stances are formed in the leaves, and are carried by the sap from the 
leaves to the nearest flowering buds. Growth was not restricted in 
the dark, as was shown by the formation of large (etiolized) shoots 
in the dark by the same plants. From this fact Sachs concluded that 
if only the quantity and not the quality of the material circulating in 
the sap determined the nature of organs, the Tropteolum should have 
formed flowers; for the mass of the shoots formed in the dark was a 
multiple of the mass of material required for the production of flowers. 

un!;y:~~e,S~. ~~~. ~:;. tip~~~~;;~gaTh~ re~d~~':~1'ifn1O:~:tf:r"f~:~~: :Z~:; 
of the literature on R~eneraJion in Morgan's book on this subject (T. H. Morgan, Regm~ 
(ration, New York,4901). 
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If the tip of the stem alone is put into the dark, while the leaves are 
exposed to the light, the tip forms blossoms. Therefore Sachs con­
cluded that in the light the leaves form substances which are of specific 
importance for the formation of f!mvcrs. He found in support of this 
view that bulbs of tUlipS1 hyacinths, iris, and crocus, if they are caused 
to grow in the dark during the spring, produce normal blossoms. In 
these plants the material and the specific substances necessary for the 
formation of their flowers were stored up during the preceding year. 
Sachs generalized this conclusion: Not the quantity of material alone 
but also the quality is decisive for the formation of organs. There 
are as many specific substances in a plant as there are different organs. 
It is obvious that this idea is in full harmony with the experiments of 
Mendel and De V rics on heredity, inasmuch as this theory ultimately 
forces us to assume specific substances as the determinants for the 
hereditary qualities. 

To make Sachs's hypothesis as clear as possible, we will quote the 
following passage: "We may imagine the process (of organization) 
as being in a way comparable to the successive processes in a chemical 
factory, where from the original raw material chemical compounds of 
the greatest variety are formed in succession until th~ final product 
is obtained chemically pure, possibly in an extremely small quantity. 
Although our analyses seem to indicate apparently always the same 
protoplasm, starch, sugar, fat, we must realize that these substances 
may themselves differ,* or that traces of other substances may force 
them to solidify in different organic forms. To give one example, 
it seems that the formation of flowers and seeds depends upon a 
storing up of phosphates in these organs, that the plant cannot form 
flowers and seeds until there is a comparative excess of phosphates com­
pared with the other ashes in the saps. . .. An excess of phosphates 
may force a beet to produce flowers in the first instead of the second 
year." Sachs applied the same idea to the problem of regeneration. 
If we cllt a piece from the branch of a willow tree, it will under the 
proper conditions, form roots near the basal and shoots near the apical 
end. Sachs raises the question as to how it happens that the cutting 
off of a piece causes the formation of organs in places where it would 
never occur "Without this operation or other disturbing conditions. The 
question is answered hy Sachs in harmony with his above-mentioned 
hypothesis. Duhamel had assunted the existence of two currents of 
sap in the plant, one ascending, the other descending; the latter carry· 
ing root-~omiing, the former stem-forming, material. Sachs imagines 
that" as long as a green ·plant with an upright stem is nourished and 

• E.g. Stereoisomeres. 
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growing, the specific formative substances of the root flow from the 
assimilating leaves to the root at the lower end of the stem; while the 
shoot-forming substances flow from the leaves upward to the apices 
of the twigs. If a piece be cut out from the stem or the root, the cut 
surfaces form an obstruction where these substances now gather." In 
such a piece the root-forming substances will therefore gather at the 
basal end of the twig, and cause here the formation of roots; and the 
shoot-forming substances will collect at the apical end where they favor 
the formation of shoots. Sachs's hypothesis finds a beautiful confirma­
tion in the phenomena of regeneration in leaves. The leaves are the 
factories in which the carbohydrates, and perhaps all the specific sub· 
stances in the sense of Sachs, are formed. The dissolved substances 
flow from the leaves to the base, and from here to the stem. If pieces 
be cut from a leaf, e.g. in a Begonia, shoots as well as roots arc formed 
at the basal end of the leaf where the substances flow. Goebel has 
added a great many beautiful observations on regeneration in plants 
which support Sachs's conclusion. 

The observations of pathologists on compensatory hypertrophia 
support also in my opinion the idea of Sachs.* If, e.g., one kidney is 
removed, the other increases in mass. The same seems to hold also 
for other glandular organs. Pathologists assume that this is due to 
the greater work now done by the remaining gland. If the hypothesis 
of Sachs is applicable here, it is possible that certain substances which 
caused the growth of these glands circulate only in limited quantities 
in the blood. If a gland be removed on one side of the body, these sub­
stances will all flow through the remaining organ which will, therefore, 
begin to grow. 

2. HETEROMORPHOSIS AND REGENERATION IN TUBULARlA 

The only way which seems to lead directly to any information concern­
ing the dynamics of regeneration lies in our finding means to substitute 
at desire one organ for another. The results thus obtained no longer 
rest upon surmises, but allow us to determine the variables of which 
the process of regeneration is a function. Sixteen years ago I under­
took to bring about such substitutions of one organ for another at 
desire. I succeeded in a number of hydroids and an ascidian, and 
called the process heteromorphosis t to discriminate between this 
phenomenon and the substitution of an organ by an identical one 

• Loeb, Unt~sudtungm zur Pkvsiologisclun ,Aforyholol{il! der Tier!!, Wiirzburg, 1890 
and 1891. (Translated in Siudies in Gentral Physiology, Chicago, 1905.) 

t Loeb, loe. cit. 
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regeneration). Since then heteromorphoses have been obtained in a 
number of animals. 

Tubularia mesembryanthemum of the Mediterranean and Tubu­
laria crocea of the Pacific Ocean are hydroids '\'hich consist of an un~ 

divided stem (ss, Fig. 39) from 2 to 6 em. long, which 
~. I has a polyp (p, Fig. 39) at the oral, a stolon or foot w at 

the aboral end. If a piece ab (Fig. 40) is cut from the 
stem of a Tubularian, according to the observations of 
Allman, a polyp forms at the oral end a, a stolon at the 
aboral end b. Allman therefore called this animal" polar­
ized," thereby signifying that each element of the stem of 
the animal possesses a different oral and aboral side. I 
undertook to bring about a heteromorphosis in this animal, 
and succeeded in finding a method by which without fail at 
the aboral cut end b of a piece of the stem a polyp can be 
produced. This method consisted in putting the piece ab 

FIG. 39. with its oral end a into the sand, while the aboral end b 
was surrounded by water on all sides. In this case a polyp 

instead of a stolon was invariably formed at the aboral end b. The 
oral end which is in the sand docs not regenerate, presumably on 
account of the lack of oxygen. When both ends of a piece 
ab cut from the stem of a Tubularian arc surrounded bv sea 
water, the oral end a invariably forms a polyp. The aboral 
end b may form :i. stolon or a polyp. In Tubularia crocea 
I observed that under such conditions the aboral ends form 
polyps in about 90 per cent of the cases, and stolons in 
about 10 per cent. In this case 90 per cent of animals 
were obtained with a head at either end (see Fig. 4')' 

There was, however, a marked difference in the velocity 
of regeneration of the two polyps. The polyp at the oral 
end forms without exception more quickly than the polyp 
at the aboral end. The difference in time may vary from 
two days' to two weeks; the difference apparently being less FIG. 4

0
. 

at a high than at a low temperature. Even if the piece of 
the stem forms a head at either end an intimation of the old polarity 
still exists, inasmuch as the oral pole is formed earlier than the aboral 
pole.* 

In the following year I was able to show that the formation of the 
polyp at the aboral end could be accelerated by suppressing the forma­
tion of, the polyp at the oral end. The mode of procedure of demon­
strating dlildlii:t was as follows: Pieces ab (Fig: 40) were cut from a 

II< Loeb,loc. cit., 1890-
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number of Tubularian stems i one half of these pieces were put ver­
tically, but reversed, i.e. with the oral end a in the sand, in order to 
suppress the formation of polyps at this end. The 
other half of the pieces were also put vertically and 
reversed into the same aquarium, but in such a way 
that both cut ends a and b were surrounded by sea 
water. These latter pieces formed polyps at the oral 
end a afler three or four days, while it took nine days 
for them to form polyps at the other end. The 
stems, however, whose oral ends were put into 
the sand, where consequently the formation 
of polyps at the oral end was suppressed, 
formed polyps at the aboral end within 
three or four days. 
Hence, the suppres­
sion of the forma­
tion of the polyp 
at the oral end 
accelerated con-

FIG. 41. 

siderably* the formation of the polyp at the aboral end. 
The next question was, How can the suppression of the polyp at the 

oral end accelerate the formation of the polyp at the ahoral end? The 
following experiments were intended to answer this question. 
Pieces ab (see Fig. 42) were cut from a number of stems, 
and each of these pieces was cut in two between c and d. If 

a all four cut ends were surrounded by sea water, polyps were 
first formed at the oral end of each half; namely, at a and 
d, where the polyp formation occurred simultaneously. Con­
siderably later the polyps were formed at the ahoral ends 
c and b, and here also the polyp formation occurred simul­
taneously. It therefore appears as if the polarity in this 
case were due to a condition of the nature of a current (e.g. 
of liquid), by which certain substances were carried through 
the stem in the direction from the aboral to the oral end. 

FIG. 42. The deposition of certain substances by the current at the 
anterior end retards the formation of the polyp at the opposite 

end. The idea that a current is the decisive variable in this case could 
be tested in another way; namely, by tying a ligature around the stem 
in the middle. If this is done, the polarity is done away with and a 
polyp is formed simultaneously at hoth ends. t The same experiment 

III Loeb,loc. cit., II, ISgI. 
. t Loeb, EJlUgffS Archiv, Vol. 102, p. 152, 1904· 
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was made from a different point of view independently by Godlewski.* 
Through the ligature the current which carries away substances from the 
aboral end is inhibited, and hence the cause for the polarity is removed. 

When I first made these experiments the hypothesis of Sachs seemed 
to suggest that in the excised piece of a stem not enough specific polyp­
forming material was present to allow the simultaneous forming of two 
polyps, but the experiments already mentioned exclude this idea. It is 
further excluded by the observations made by Miss Bickford, who 
found that even if a stem be cut into a number of sman pieces, each 
oral end of such a piece forms a polyp. Hence it is not a question of 
lack of material but only a lack of free cut ends, which block the flow 
of sap, if only one polyp is formed in a piece cut from the stem of a 
Tubularian. It is therefore apparently the process of streaming itself 
which may take something away from the aboral emi, which is responsi­
ble for the fact that a stolon is formed here, or if a polyp be formed that 
its formation is delayed. 

As far as the method of regeneration is concerned, Miss Bickford 
has found that it does not consist in the growth of a new polyp from 

the old material, but in a direct transformation of the 
material of the stem into a new polyp. Miss Bickford 
observed this directly under the microscope in small 
pieces from the stem of a Tubularian, which were not 
even of the size of a normal polyp. In such cases the 
whole mass of the piece was transformed into a polyp. t 
In the case of the smallest pieces the result was still 
more striking. At each free end of the small piece of 
the stem tentacles and a proboscis were formed (Figs. 43 
and 44), but inasmucll as there was no material left for 
the formation of a stem in addition to two polyps, or 
not even for two entire polyps, a kind of Janus head 
was formed, two faces or probosces of a polyp looking 
in opposite directions. No new outgrowth occurred, 
but the old tissues arranged themselves into a new 

~~s4~iZK~~~~ shape, forming a polyp, while before they had formed 
part of the stem. The most remarkable fact was the 
transformation of certain cells of the entoderm into 
secretory cells of the stomach. 

Beginning of the 
formation of 
two polyps in­
side a piece 
from a stem of 
Tubularia. It is not yet possible to tell exhaustively which forces 

have to do with this transformation. The stem is 
surroulfded bya chitinous layer. I have never observed the formation 

• Qodlewski, Ardtiv for E:twiclulungsmuhanik, VQl. 18, p. III, 1904. 
t Elizabeth E. Bickf()rd,.Iour. of Morphology, Vol. 9, p. 417. 1894. 
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of a polyp inside of the intact stem, but only where the cells inside 
the chitinous layer come in contact with the sea water. The mere 
interruption of the continuity of a stem does not 
seem to suffice, as I have never seen the formation 
of a polyp at the point where the stem was ligatured. 
It is possible that the lack of oxygen is responsible 
for the fact that no polyp can be formed except at 
a free end of a stem, since the chitinous surface of 
the stem is very little permeable for oxygen. 

A second condition is the closing of the body 
cavity after the cut is made and the establishment 
of a circulation. The body of the Tubularian 
hydroid is a long, hollow cylinder, and the hollow 
space in the center of a Tubularian is divided by 
a septum into two chambers which communicate 
at the ends (a and b, Fig. 45). In this space a 
circulation of the liquid is maintained by the FIG. ~;ZK"i.~~~ MISS 

ciliary motion of the endothelial cells in such a 
way as to make the flow of liquid ascending on 
one side and descending on the opposite side. This 
stream carries red and yellowish pigment granules 
which are apparently formed by the cells of the en­

The. Same specimen a 
httle later, after the 
fonnation of the 
polyps was .com­
pleted. The chitmous 
tube was removed. 

dothelium. The analogy with similar cases suggests the possibility that 
these pigments are respiratory pigments, serving a purpose similar to, 

e.g., the red blood corpuscles in our body. If we now cut 
1':\ a- out a piece from the stem of the hydroid, the opening at 
w I' either end closes in an hour (more or less according to the 

temperature) by the cells of the cut end spreading· out over 
the opening concentrically.* According to my observations, 
no piece of a hydroid can regenerate unless this circula-t 

foil tion is established. This may be due to the fact that the 
circulation serves as a means of supplying oxygen, and a 
liberal supply of oxygen seems to be an absolute prereq­
uisite for all phenomena of regeneration and growth. Any 
piece of a Tubularian, however, which can establish a cir-

IJ.J culation can form a polyp. Thus, when a stem is split 
b lengthwise, the cellular masses may become disconnected 

FIG. 45. into several pieces. Each such piece may form a polyp at 
both ends. 

When we ligature a stem in the middle, the circulation will be inter­
rupted, inasmuch as at a place where the ligature is made the septum 

• E. 'BIckford, loc. cit. 
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is not perforated. Very soon, however, after the ligaturing, a 
perforation at the septum on either side of the ligature occurs, and 
the circulation is again established. One might think that the current 
just described was responsible for the phenomena of polarity in Tubu­
larians, inasmuch as this current carried away certain material from 
the aboral pole. The direct observation supports this idea to some 
extent. As I pointed out fifteen years ago, the place where a new polyp 
will be formed is always recognizable some time before the actual regen­
eration occurs, by the collecting of the red or yellow pigment granules 
in greater density at that spot. It agrees with this statement that if a 
piece be cut out from the stem of a Tubularian and suspended in sea 
water, the red pigment always collects first in great masses at the oral 
end, where the polyp is formed first, and only later at the other end. In 
my earlier writings on heteromorphosis I pointed out that this seems to 
be in harmony with Sachs's idea, inasmuch as it indicates a migration 
and collection of definite substances at the end of a regenerating piece as 
the cause of the formation of a new organ. Morgan and Miss Stevens 
raised the objection that after the formation of the polyp the rem­
nants of these red granules are thrown out by the polyp. This seems 
to me in no way to speak against the possibility that the red granules 
contribute some substances necessary to the formation of the polyp. As 
is well known, the red blood corpuscles perish regularly in the body, 
and their products of decomposition form constituents of the bile. Yet 
nobody would think of using this fact as an argument against the 
importance of the red blood corpuscles or the bile. I am inclined to be­
lieve that Morgan and Miss Stevens underestimate the fact which Sachs 
tried to emphasize, that chemical processes underlie the phenomena of 
regeneration. 

But I am far from believing that the circulation current is the only 
factor in the transport of substances through the Tubularian. It is 
possible that in Tubularia we are dealing also with a current of sap 
through specific tissue, as is found in plants. Setchell has made it 
probable .that in Laminaria regeneration always starts from that tissue 
which conducts the nutritive material. It may be that there exists a flow 
of material from cell to cell in the entoderm or ectoderm of the Tubu­
Zaria or both, and that this flow occurs naturally from the aboral to the 
oral end, but that it is reversed in the aboral piece of the stem when 
a ligature is made in the stem. Even if the fact that the pigment gran­
ules are carried a way from the rest of the stem and are gathered 
at the oral end be responsible for the polarity, it remains to be ex­
plained' WP;lt &ps the granules rather at that than at the opposite end. 
These details still have to be worked out, but I believe that we may 



DYNAMICS OF REGENERATIVE PROCESSES 207 

consider it as established experimentally that the conditions which de­
termine the morphological polarity are due to something of the nature 
of a current inside of the Tubularian. The mysterious morphological 
polarity is thus reduced to a polarity which can be expressed in physical 
or physicochemical terms. We see that this result differs in one point 
from Sachs's hypothesis. The latter includes the effect of specific sub­
stances, while this condition does not appear in the results of our experi­
ments. It is, however, hardly necessary to state that our experiments by 
no means exclude this possibility. I have discussed the case of regen­
eration in Tubularians at some length, not only because it is well known 
to me through my own experiments, but also because on account of 
its simplicity, it lends itself better to a reduction-of dynamically 
unintelligible morphological data to the more rationally expressible physi­
calor physicochemical conditions. 

Osterhout and I tried to test the effects of a ligature on plants, espe­
cially on willow twigs. As we have already stated, a piece cut out from 
a willow twig forms roots first at the basal and shoots at the apical end. 
The process of regeneration in this case differs in several essential fea­
tures from that in Tubularians. The formation of the new organs 
occurs in the willow twig not at the ,ut end but at the anlage of the 
roots and shoots, both of which exist here normally. All that the opera­
tion does in this case is to cause the anlage of roots which would never 
have developed now to grow out into roots. The reader should realize 
that the anlage of the roots which begin to grow in consequence of the 
cutting off of the twig is not injured by the operation and is often far 
removed from the wound. The idea that this anlage grows out be­
cause the sap which would otherwise flow downwards is now blocked 
by the cut, and becomes available for the anlage of the roots, looks very 
plausible in the light of the actual facts. As part of the sap flow can 
be suppressed by a tight ligature around the rind of a stem, Osterhout 
and I tried the experiment of ligaturing a number of willow twigs in 
the middle. The result was that a ligature caused the root anlage 
above it and the shoots below it to develop, which without the ligature 
would not have developed. In the case of the willow, we are also deal­
ing with a flow of material through conductive tissue, i.e. tissue through 
which nutritive material 'is conducted. 

3. REGENERATION IN AN ACTINIA."I (Cerianthus membranaceus) 

The phenomena of regeneration in Cerianthus can be easily under­
stood from the experiments on Tubularians, if we imagine the body 
wall of Ceriant"frus to consist of a series of longitudinal elements which 
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run parallel with the axis of symmetry of the animal from the tentacles 
to the foot. The number of these elements may be supposed to corre­
spond to the number of the outer row of tentacles of the normal animal. 

Each such element behaves like a Tubu-
larian, with this difference, however, that 
the elements in Cerianthus are more strongly 
polarized than Tubularia. No heteromor­
phosis has thus far been produced in these 
clements in Cerianthus, and each onc is 
able to form a tentacle at its oral pole 
only. This fact can be nicely illustrated 
in the following way: if a square or oblong 
piece (abcd, Fig. 46) be cut from the body 
wall of a Cerianthus in such a way that one 
side, ac, of the oblong is paraliel to the 
longitudinal axis of the animal, tentacles 

FlG. 46. will grow on one of the four sides only; 
namely, on the side ab.* The three other 

free edges are not able to produce tentacles. If an incision be made 
in the body wall of a Cerianthus, tentacles will grow on the lower 
edge of the incision (Fig. 47). 

I have recently tried whether or not by tying a ligature round the 
middle of a piece of an Actinian this polarity could 
not be suppressed. But the experiments did not 
succeed, inasmuch as the cells compressed by the 
ligature died, and through bacterial action were 
liquefied so that tbe pieces in front and behind the 
ligature fell apart. It is therefore impossible to 
decide whether or not a condition of the nature of a 
current or a flow of substances in a certain direction 
through these elements is responsible for this polarity, 
though I consider this probable. I found, however, 
that on~ condition is necessary for the growth and 
regeneration of tentacle; which also plays a rMe in 
the corresponding phenomena in plants; namely, 
turgidity. The tentacles of Cerianthus are hollow 
cylinders closed at the tip, and by liquid being 
pressed into them they can be stretched and appear 
turgid. If, however, an incision is made in the body, 

FIG. 47. 

the tentacles above the incision can no longer be stretched out (Fig. 
47). 1 have JllUnd that the turgid condition of the tentacles is neces-

• Loeb, UnkrsucRungin tIIur physioiogiscJun Morpk%gie der Thin-e. 
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sary for their growth. In one experiment the oral disk of a Cerianthus 
was cut off j very soon new tentacles began to grow at the top, and 
after having reached a certain size, an incision was made in the animal 
at d, Fig. 47. The tentacles above the incision between band c, Fig. 
47, colhlpsed in consequence and ceased to grow, while growth of the 
others between a and b continued. On the lower edge of the incision 
new tentacles began to grow. 

Child * has elucidated to some extent these phenomena of turgidity. 
Every tentacle is a hollow cylinder, and this cylinder continues down­
ward where it communicates with the body cavity. When liquid is 
pressed into the tube from the body cavity, the tentacles are stretched; 
but if the liquid leaves the tube, the tentacles relax also. If an incision 
is made below a tentacle into the wall of the body of a Cerianthus, no 
more liquid can be pressed into that tentacle, and it relaxes. Child con­
firmed my observation, that regeneration of the tentacles in Cerianthus is 
no longer possible when they relax. He added a number of pretty 
demonstrations of the necessity of the 
turgidity of the tentacles for regeneration. 
He found, for instance, that if an incision 
is made into the foot of a Cerianthus and 
the edges of the wound are prevented 
from healing together the tentacles lose 
their turgidity and are no longer able 
to grow. He found, also, that the ten· 
tacles degenerate under such conditions. 

It is unknown at present how the 
turgidity can influence growth in the 
tentacles of an Actinian. 

The observations on Cerianthus are 
comparable with those on Tubularia if 
we realize that the body wall in Cerianthus 
consists of a series of hollow cylinders or 
spaces each of which ends in a tentacle. 

The idea of an animal body consisting 
of a series of comparatively independent 

b 

longitudinal elements recommends itself FIG. 48. 

also for the understanding of a phenom- An incision was made at c and new 
enon of regeneration in Ascidians. The ~~~Hi develop at both ends of the 

Ascidian, Ciona intestinaiis, has eyes 
(ocelli) at the oral as well as at the aboral opening of the body (Fig. 
48). We may imagine that each ocellus is the end of one of the 

• Child, Biological Bulletin, 1903-1904. 
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longitudinal elements to which reference was just made. If a lateral 
incision be made in the body at c, not too far from the openings, ocelli 
will be formed at each free end of these elements. Here the longi­
tudinal elements show heteromorphosis, inasmuch as they are capable 
of forming ocelli at both ends. 

I am inclined to believe that in each of these cases the individual 
longitudinal element represents a conductor for nutritive material or 
specific morphogenic substances in the sense of Sachs. It must remain 
undecided for the present whether this flow occurs through the hollow 
space or through the tissue or certain cells of the tissue. 

4. REGENERATION AND HETEROMORPHOSIS IN FRESH-WATER 

PLANARIANS 

It had been known for a long time that if the head and the tail be 
cut off from a fresh-water Planarian, at the front end a new normal 

head, at the back end a new tail, will be 
regenerated (Fig. 49). Morgan* made the 
interesting observation that if a piece a<;dj 
be cut obliquely (Fig. 50) instead of at right 
angles to the 
longitudinal 
axis from a 

FIG. 49.-AFfER MORGAN. Planarian, a 
tiny head is 

formed at the foremost corner of the piece 
a and a tiny tail at the hindmost corner j, 
Fig. 51. Why is it that in the oblique 
piece the head is formed in the comer 
and not all along the cut surface as is the 
case when the cut is made at right angles 
to the longitudinal axis? I am inclined 
to believe that the right answer to this 
question has been given by Bardeen. t 
Bardeen has pointed out the apparent rMe 
that the circulatory (or so-called digestive) 
canals in Planarians play in the locali­

o 

FIG. so.-AFI'ER MORGAN. 

zation of the phenomena of regel\eration, inasmuch as the new head 
always forms symmetrically at the opening of the circulatory vessel 

;~, ~t~fo~~~j,:~::;:\~i;: p. I, 1901; and At'chiv for ElIlwickelungs· 
'IIU~ltaniR, VoL 16, p. I, 1903-

"" 
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or branch which is situated as much as possible at the foremost end 
of the regenerating piece of worm. He assumes that through the 
muscular action the liquids of the body are forced to stream toward 
this end, and that this fact has some connection with the form­
ation of a new head. There can be no doubt that the facts here 
mentioned agree with Bardecn's suggestion. The oblique pieces in 
Morgan's experiments, which have at first the heads and tails outside 
the line of symmetry of the middle piece, gradually assume afterward 
a normal position (Figs. 51-54). I am inclined to believe as Child 

FIGS. SI-S4--AFfER MORGAN. 

Successive stages in the regeneration of the oblique piece ade/of Fig. 50. 

does that this is due to purely mechanical conditions. The head of 
such an oblique piece is asymmetrical, the one side ab being less stretched 
than the other side be. The higher tension of the piece be will have the 
effect of bringing b nearer c. The reverse is true for the tail·det, and 
the effect will here be that e will be pulled nearer d. In this way purely 
mechanical conditions are responsible for the fact that the soft tissues 
of the animal are gradually restored to their true orientation.* 

It was of interest to find out whether heteromorphosis could be pro· 
duced in Planarians. At my request Dr. Van Duyne undertook experi· 
ments in this direction and succeeded in a few cases.t Figure 55 shows 
one of these instances. On the right side of the animal the posterior 
part had been cut off. A new head whicb was directed backward was 
regenerated in place of the amputated part. Morgan was more sue· 
cessful later on. He obtained a larger number of heteromorphoses by 
cutting short pieces out of a Planarian than by cutting out long pieces·t 

'" It is in my opinion not only unncceflsary but directly confusing to introduce for the 
explanation of these phenomena of restitution such mystical forces or conceptions as Noll's 
fl Morphrestbesia," and similar things. 

t Van Duyne. PjlUg'er's Arch;v, Vol 64, p. 569, 1896. 
: Morgan, Arcltiv fUr EntwiduJungsmecJuznik, Vol. 17, p. 683, 1904. 
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He mentions that in the short pieces less "polarity" exists than in the 
long pieces; but as the conception of heteromorphosis is the opposite 
of polarity, Morgan's statement is only a different way of expressing 

the same fact. I remember that when Miss 
Bickford made her experiments on regeneration 
in Tubularians in my laboratory, I was struck 
with the fact that in the very small pieces cut 
out of a stem the polyps at the oral and the 
aboral end developed practically simultaneously. 
Here, too, polarity was less pronounced in small 
pieces than in large pieces. I believe the reason 
for this lies in the r61e which processes of the 
character of a current or a flow of material play 
in these phenomena. The red pigment, and 
possibly other substances which are of importance 
for regeneration, gather not in one point but in 
an area of the length of several millimeters, 
where a polyp is to be formed. If the regener­
ating piece is in itself only a few millimeters 
long, the pigment must remain scattered equally 
over the small piece, and hence the polarity 

FIG. 55.-AYI'ER VAN must disappear. Something similar may occur 
DUY:-'E. in the case of a Planarian. If the piece is 

very small, the head·forming material will remain equally distributed 
through the whole length of the piece, and hence the chance for the 
simultaneous formation of the head at either end is greater than in a 
large piece. 

It is a general experience that in order to get a duplication of organs, 
the regenerating animal must be split into two pieces. Thus, in order 
to obtain two larvre from one egg, the egg must be cut into two, or the 
heap of cells must be separated into two parts. One might believe that 
in order to get two heads in front of a Planarian, the front end would 
have to .be separated into two by a longitudinal incision. Two heads, 
however, often develop in front of a Planarian whose head has been 
cut off without such an incision.' The explanation is obvious on the 
basis of Sachs's hypothesis. If the gathering of certain substances at 
the front end is the cause of the formation of a head, and if we assume 
with Bardeen that these substances are carried to the cut by the circu­
latory system, it is comprehensible that in two different spots at the 
front end substances necessary for the formation of the head may 
gather. 



DYNAMICS OF REGENERATIVE PROCESSES 213 

5. ON THE INFLUENCE OF THE CENTRAL NERVOUS SYSTEM UPON 

REGENERATION AND ON PHENOMENA OF CORRELATION IN REGEN­

ERATION 

It is rather remarkable that the central nervous system plays an 
important r61e in phenomena of regeneration. In r889 I noticed that in 
Thysanozoon BrochU, a marine Planarian, the isolated head containing 
the ganglia is capable of rapid regeneration while the body without the 
ganglia shows less, or a slower regeneration.* The taking up of food 
is not responsible for this difference, since the head cannot take up food. 
That the taking up of food is not essential for regeneration follows also 
from the observations on the regeneration of pieces cut from the walls 
of Cerianthus. We must not overlook the fact that the reversible chemi­
cal processes in the cells of an animal are liable to provide material for 
regeneration in the same way as the taking up of food. 

A number of observers-To H. Morgan, Child, Lillie, and Lillian 
Morgan - have since found that the cesophageal ganglia exercise a con­
siderable influence upon regeneration in marine Planarians. t 

It is therefore obvious that there exists a typical difference be­
tween fresh-water and marine Planarians, since in the fresh-water 
Planarians the presence of the cesophageal ganglia is not required for 
complete and rapid regeneration. 

This difference in the influence of the cesophageal ganglia in marine 
and fresh-water Planarians upon regeneration finds a probable expla­
nation in a fact to which 
Bardeen has called attention; 
namely, that the longitudinal 
nerves which go through the 
whole body of the Planarians 
are very rich in ganglia in the 
fresh-water Planarians and 
very poor in ganglia in Thysa­
nozoOn. 

Herbsq has discovered the 
inost beautiful case of hetero-
morphosis thus far known; FIG. 56.-AFTER HERBST. 

namely, that in Crustaceans in 
the place of an eye which has been cut off, an entirely different organ, 
an antenna, can be formed (Fig. 56). Herbst proved, moreover, that 

• Loeb, FJlilgey'S Arclziv, Vol. 56, p. 247, 1894-

i ~!~~;, ~%li:'fo:o~~:cfet,;:~",;,I!~~~~ieJ Irot 9. p. 215, IgoJj and VoL 13, p. 436-
Igol~ 
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the experimenter has it entirely in his power to determine whether the 
Crustacean shall regenerate an eye in the place of the eye which hax 
been cut off, or an antenna. It depends upon the fact whether or not 
in the operation the optic ganglion is removed with the eye. If the 
optic ganglion is removed with the eye, an antenna is pcgenerated in 
the place of the eye. If the optic ganglion is left intact, a new eye is 
formed. These experiments were carried on successfully in Palremon, 
Palremonetes, Sicyonia, Palinurus, and other Crustaceans. Herbst says 
that the optic ganglion exercises a "formative stimulus" upon the 
hypodermic cells of the wound. It is certain tbal an explanation of 
the rille of the ganglion can only be given in physical or chemical 
terms j that as long as this is not possible we possess no explanation. 

Morgan has made a somewhat similar observation on earthworms, 
in which he found that a new head is only possible at the anterior cut 

end of the nerve cord. * The following 
. ,case may be mentioned by way of illus-

tration. A few of the anterior segments of 
an earthworm were cut off, H, Fig. 57, and 

H H from the remaining body a piece ab was 
cut from the anterior part of the nerve cord 
(see Fig. 57), while all the other tissues 

a remained unaltered. The anterior cut end 
a of the worm healed, and no new head 
formed at this place. Instead, a new head 

b was formed in some such cases at b, at the 
C anterior cut end of the nervous system. If 

the head alone is cut off in an earthworm 
without the excision of the anterior piece 
of the nerve cord, a new head is formed at 
the anterior end of the body. In another 
series of experiments Morgan cut off the 
head H of an earthworm and in addition 
(Fig. 58) excised a piece be from the nerve 
cord, so that now two anterior cut ends, a 
and e, Fig. 58, of the nerve cord existed. 
In a few of these cases two new heads were 

AFTii
G

M"i1R.GAN. AFT~1fJ:GAN. formed, one at each of the anterior ends of 
the nezye cord, at a and at e. 

Another example of the dependence of the regeneratiun of one organ 
upon the p_nce of another is found in the formation of tbe lens of 
the eye; "Alds well known, "the formation of t~e lens in the eye is pre­

• Morgan, Relfenn'ati(m, p. 52, New York, 19o1. 
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ceded by the formation of the optic vesicles, and where the latter 
touch the ectoderm a proliferation of cells begins, from which later the 
lens is formed. Spemann * has shown in the salamander that if the 
optic vesicle does not reach the ectoderm, no lens is formed. The same 
author showed, moreover, that if in the embryo the optic vesicle is 
destroyed, no lens is formed, "but that if afterward the optic vesicle is 
regenerated, a lens is formed as soon at this vesicle touches the ecto­
derm. Lewis confirmed and enlarged Spemann's observations.t 

He showed that the ectoderm in frogs can form a lens at any place 
in the body if the optic vesicle is transplanted and allowed to come in 
contact with the ectoderm. He suggests that definite chemical reac­
tions may occur between certain substances of the optic vesicles and the 
cells of the ectoderm; that these substances determine the formation 
and the peculiar character of the cells of the lens. This suggestion is 
in harmony with the ideas of Sachs, and I am inclined to believe that 
it will lead to further cliscoveries. Lewis's experiments also throw light 
upon an earlier observation made on salamanders. It was found that 
if a lens is removed in a salamander it can be regenerated from the 
iris. Inasmuch as the eclge of the iris is naturally in contact with the 
retina (optic vesicle), this is about what should be expected from Lewis's 
experiments. 

It is well known that the skeletal muscles degenerate if separated 
from the centers of their motor nerves. Goltz and Ewald have cut 
long pieces from the spinal cord in dogs, and observed that all the mus­
cleS helonging to the excised segments of the spinal cord degenerated, as 
was to he expected. This may he due to some chemical change in the 
muscles, owing to their inactivity after the motor nerves are cut ,or sepa­
rated from their ganglia. 

We have already discussed one case of an apparent action at a di&­
tanee in Tubularians, where the suppression of the process of regener­
ation at the oral pole accelerated the formation of a polyp at the aboral 
pole. przibram found a case of clistance action which is not so easy 
to explain.t In a Crustacean, Alpheus, the right and left chel", are 
not equal in size and form. The same type of chela is not always on 
the same side, but in ahout one half of the cases the one type is on 
the right side, in the other half, the other type. Przibram found that 
if the larger of these cheke is removed in such a Crustacean, the remain­
ing chela assumes after the next moulting the shape of the removed 
chela, and the regenerating chela assumes the shape which the remain-

• Spemann, Sihungsoer, dff pkysile. wud. Gesellsdlajl in Wurwurg, 19o1. 
t Lewi.s, Am. Jour. Anatomy, Vol. 3. 1<)04. 
t H. Przibram, ArcAi'll for EnIwt'ckelungsflUdtanik, Vol. II, p. 329. H}Ol. 
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ing smaller chela originally had. Thus the animal is normal again, but 
the relative position of the two chela: is now reversed. If later on in 
such an animal the larger chela is cut, the original order can be obtained 
again. 

E. B. Wilson has repeated the experiments of Przibram, and made 
the important discovery that the growth of the smaller chela after the 
removal of the larger one does not occur if the nerve of the former is 
previously cut.* The number of the successful operations was small, 
but the results were significant. This brings Przibram's experiments 
into a line with Herbst's and Morgan's. 

It seems to follow from these facts that the nerves have a function 
which is different from that of a meTe conductor of stimuli; namely, 
that of causing the growth or development of certain organs. It has been 
argued that these two functions are not different, inasmuch as in both 
cases the nerve acts only as a conductor of stimuli and tbat these stimuli 
determine the phenomena of regeneration mentioned here. Child ex­
presses such a view, and Herbst's idea of "formative stimuli" is only a 
somewhat less definite expression of the same view. It seems to me that 
there exists a still different possibility; namely, that the nerve may also 
act as conductor for certain substances which go from the periphery 
to the ganglion cells or in the reverse direction and are carried through 
the axis cylinder. Especially the observations of Lewis and possibly 
those of Herbst and Przibram suggest such a possibility. But before 
we admit the possibility that the axis cylinder can act as a conductor 
for the passage of definite substances, we must look for facts which war­
rant such an assumption. Such facts are given by the beautiful dis­
covery of Hans Meyert that the tetanus toxin is carried from the wound 
to the central nervous system through the axis cylinder of the nerves, 
and neither through the blood vessels nor the lymphatics nor the sheaths 
of the nerves. It is hardly necessary to emphasize the fact that through 
this discovery an entirely new light is thrown upon the rOle which the 
nerves or ganglion cells may play in the phenomena of regeneration. 
The possibility now arises that the axis cylinder may act as a conducting 
path for certain substances which in some animals may be necessary 
for the starting of a process of regeneration or which may modify the 
nature of the organ which is to be regenerated. 

A few words may finally be said about the well-known effects of 
certain organs like the hypophysis_and the thyroid gland on phenomena 
of growth. Certain parts of the body - namely, the lower jaw, the 

• E. ,a,wtkon, Biological Bu11etin, Vol. 4, p. 197. 
t Hans Meyer, Fts/sc!zrift for .JaJle, 1901. Meyer und' Ransom, Arckiv for Exptrim. 

Pat/zq/. find PIIarmac()J'1 Vol. 49, p. 369, 1903-... 
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fore arm, the hand, and the leg from the knee down - may suddenly be­
gin to grow even if the body had already reached its final size. This 
phenomenon, known as acromegaly, is comparable to the process of re­
generation! inasmuch as the problem in this case is also what causes 
this sudden growth which normally does not occur. It has been ob­
served that this disease is often connected with a degeneration of the 
hypophysis, a small organ of enigmatic function. An attempt has been 
made (Von Cyon) to cure this disease by feeding the patient on normal 
hypophyses. This idea is based on experiences made in regard to the 
thyroid gland. Complete extirpation or degeneration of the thyroid gland 
in growing persons causes a standstill of growth and sexual and mental 
development. It has been found that if such patients be fed on thyroid 
glands, the growth and development can be again started. This seems 
to speak in favor of the idea that the action of specific substances may 
cause the post-adult growth of arms and legs in the case of acromegaly. 
It may, however, be a case of growth due to nervous influences com­
parable to the experiences of Przibram in Alpheus. 

6. THE EFFECT OF SOME EXTERNAL CONDITIONS UPON REGENERATION 

AND THE TRANSFORMATION OF ORGANS 

If we cut a piece ab, Fig. 59, from the stem ss of A ntennularia an~ 
temzina (Fig. 60), a hydroid, and put it into the water in a horizontal 
position, new stems cd, 
Fig. 59, may arise on its 
upper side. The small 
branches on the under 
side of the old stem ab 
begin suddenly to grow 
vertically downward. * In 

d 

appearance and function a;;";~~~-¥;~'?'Ji.~~~~-9"::"'+~b 
these downward-growing 
elements are entirely dif­
ferent from the branches 
of the normal A ntennu-
laTia; they are roots. FfG. 59. 

In order to understand 
better the transformation which thus occurs in these branches, it may 
be stated tbat under normal conditions they have a limited growth 
(see Fig. 60), are directed upward, and have polyps on their upper side 

• Loeb. Untirsuchungm zur physiologisdu Marphologie tkr Thieret lIt 1891. 
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(Fig. 60). The parts which grow down (Fig. 59) have no polyps, but at­
tach themselves like true roots to solid bodies. Thus the changed posi­

tion of the stem alone, without any operation, suffices to 
transform the lateral branches, whose growth is limited, 
into roots with unlimited growth. The lateral branches 
on the upper side of the stem do not undergo such a 

FIG. 60. 

transformation except in the immediate surroundings 
of the place where a new stem arises. It seems that the 
formation of a new stem also causes an excessive growth 
of roots, possibly because the formation of new branches 
causes the removal of substances which naturally inhibit 
the formation of roots. If a piece from the stem be put 
vertically into the._ water with top downward, the upper­
most point may continue to grow as a stem, while the 
lowest point may give rise to roots. In this case, therefore, 
a change in the orientation of organs has the effect of 
changing the character of organs. 

We have already mentioned the fact that in Eudendrium 
the formation or regeneration of polyps is only possible in 
the light. 

In many hydroids, contact with solid bodies seems to 
favor the formation of stolons, although such contact 
is not the only 
condition that 

brings about this result. Fig­
ure 6 I shows a' piece of a stem 
of Pennaria, a hydroid, which 
was lying on the bottom of an 
aquarium, and which formed 

FIG. 6L 

stolons at both ends. In M argelis, another hydroid, I observed 
that, without any operation, the apical ends of the branches which were 
in contact with solid bodies continued to grow as roots, while those 
surrouni:led by sea water continued to grow as stems. 

7. THE ROLE OF REVERSIBLE PROCESSES IN PHENOMENA OF 

REGENERATION 

In all the cases mentioned thus far one point has not yet been dis­
cussed; namely, where the material of which the new organs consist 
comes frollL; ~ ~ In the case of plants, where the green leaves assimilate, 
and the·lIaltS are taken up from the soil or wat~r, this source is evident, 
as it is also in the case of the animals which take up food; but in the 

~. 
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case of a piece from the botly wall of an Actinian which has no digestive 
organs, the material of the new tentacle can come only from one of two 
sources, viz. from the chlorophyll (or parasitic alg:E?) which are con· 
tained in the ectoderm, or through a hydrolysis of material contained in 
the cells of the Actinian itself; this latter case would be comparable to 
Miescher's observation of the growth of the sexual glands at the expense 
of muscular tissue. In the case of the polyp formation in Tubularia, 
the transformation of the material of the stem into the polyp can be 
directly observed (Bickford, Driesch, and others). It is even doubtful in 
these cases whether a hydrolysis is necessary in any considerable amount, 
and it looks as if the tissues could be utilized directly for the formation 
of the polyp; some hydrolysis may howcrer occur. In the above· men· 
tioned case of the transformation of a branch of A ntennularia into a 
root, the polyps that were on that branch first disappear. I cannot 
make any definite statement as regards their fate, but it is not impossible 
that the material of the polyps is used for the formation of the new roots. 

I have observed more closely the transformation of an organ into 
more undifferentiated material in Campanularw, Fig. 62, a hydroid.* 
This organism shows 
a remarkable stereo­
tropism. Its stolons 
attach themselves to 
solid bodies, and the 
stems appear on the 
side of the stolon 
exactly opposite the 
point or area of con­
tact with the solid 
body. The stems 
grow, moreover, ex­
actly at right angles 
to the solid surface 
element to which the 
stolon is attached. 
If such a stem be 
cut and put into a FIG. 62. 

watch glass with sea 
water, it can be observed that those polyps which do not fall off go 
through a series of changes which make it appear as if the differ· 
entiated material of the polyp were transformed into undifferentiated 
material. The tentacles are first put together like the hairs of a 

,. Loeb, Am.Jour. Physiology. Vol. 41 p. 60. 11)00. 
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camel's-hair brush (Fig. 63), and gradually the whole fuses to a more 
or less shapeless mass which flows back into the periderm, Fig. 64. 
It follows from this that in this process certain solid constituents of the 
polyp, e.g. the cell walls, must be liquefied. I pointed out the analogy of 
these phenomena with Miescher's obScDlations in the salmon. This un­
differentiated material formed from the polyp may afterward flow out 
again, giving rise to a stem or a polyp; to the former where it comes in 
contact with a solid body, to the latter where it is surrounded by sea 

water. This observation seems to indicate the possibility that the pro­
cesses of organization are reversible, in some cases at least. 

Giard and Caullery have found that a regressive metamorphosis 
occurs irr Synascidians, and that the animals hibernate in this condition. 
The muscles of the gills of these animals are decomposed in their indi­
vidual cells. The result is the formation of a parenchyma which con­
sists of single cells and of cell aggregates resembling a morula.* 

Driesch found that when he isolated Clavel/ina that part of the ani­
mal containing the gills underwent..a retrogressive transformation simi­
lar to that observed by Giard and Caullery, and that afterward these 
masses gave _rise to a new Ascidian. t The phenomena observed by 

... I q_uotcLdii.-.ft~r Driesch, Arc~ivfo'" Entwz'dulungsmuk4l1ik, Vol. 14. p. 247.1902. 
t Dnesch, loco cit. 
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Giard and Caullery, as well as the experiments of Driesch, resemble 
those in Campanularia, and Driesch also expresses the opinion that 
this is a case of reversibility of the processes of development. 

The idea that the process of development is in certain forms reversi­
ble is also supported by the experiments of Frank Lillie on fresh·water 
Planarians. Lillie found that adult fresh· 
water Planarians if exposed to starvation 
not only become gradually smaller in size 
but ultimately return 1:0 an embryonic form! 
These experiments have been repeated and 
confirmed by Schultze. 

There is a possibility that a definite kind 
of chemical substances must be present in 
order to make development, regeneration, 
and growth possible. Such tissues as contain 
these substances (or mixture of substances) 
may be called embryonic. If this idea be 
correct, and if it be true that phenomena of 
development are reversible, - to a great 
extent in a few forms, and to some extent 
perhaps generally, - the question might be 
raised whether or not one of the conditions 
of regeneration is the transformation of adult 
tissue into more embryonic tissue. If this 
were true, the power of regeneration of an 
organism might depend upon the degree 

FIG. 64. 

of reversibility of the processes of development in such a form. It is 
certainly in harmony with such an idea that forms like ·Hydroids, 
Ascidians, and fresh-water Planarians, where the reversibility of the 
process of development is most outspoken, possess also the greatest 
power of regeneration among animals. The idea suggested is further 
supported by the fact that the power of regeneration by the embryo is 
often considerably greater than the power of regeneration of the same 
form in the adult stage. The tadpole of a frog is capable of regenerat­
ing a leg, while this is impossible in the adult frog. 

This removes the contradictions into which we fall if we try to rep­
resent the power of regeneration as parallel to the position of an animal 
in the natural system. We find Annelids, such as the leech, whose power 
of regeneration is decidedly less than that of some vertebrates, e.g. the 
salamander. If we cut off the tail of the salamander, a complete regen­
eration of this organ with all its parts, bones as well as spinal cord, 
occurs. If w~ cut off a number of segments from a leech, the wound is 
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covered with epidermis and thus heals, but no regeneration of the lost 
segment occurs. I have kept headless pieces of a leech alive for almost 
a year, without any trace of a regeneration occurring. We thus see 
that an Annelid may possess a much lower power of regeneration than a 
vertebrate. 

It has been maintained that the power of regeneration is due to 
natural selection, and, therefore, runs parallel to the liability of an ani­
mal to injury. I do not believe that such ideas are of more value in 
biology than they are in physics or chemistry. It is not very obvious 
either why "nature" should care so much morc to preserve the tail of 
a salamander than the foot of the leech. Morgan has treated this sub­
ject exhaustively, and I refer the reader to his writings.* 

* T. H. Morgan, R£gtn~ration, New York, 1901; and Evolution and Adaptation,New 
York, 1903. 



LECTURE XII 

CONCLUDING REMARKS 

BIOLOGISTS are confronted with two problems of tmnsformation; 
namely, the artificial transformation of dead into living matter, and the 
artificial transformation of one species of plants or animals into another. 
Will it be possible to solve these problems? It is certain that nobody 
has thus far observed the transfOlmation of dead into living matter, and 
for this reason we cannot form a definite plan for the solution of this 
problem of transformation. But we see that plants and animals duro 
ing their growth continually transform dead into living matter, and that 
the chemical processes in living matter do not differ in principle from 
those in dead matter. There is, therefore, no reason to predict that 
abiogenesis is impossible, and I believe that it can only help science 
if the younger investigators realize that experimental abiogenesis is the 
goal of biology. On the other hand, our lectures show clearly that we 
can only consider the problem of abiogenesis solved when the artificially 
produced substance is capable of development, growth, and reproduc­
tion. It is not sufficient for this purpose to make proteins synthetically, 
or to produce in gelatine or other colloidal material round granules 
which have an external resemblance to living cells. 

In this connection another problem may be mentioned; namely, 
whether there exists a natuml death or, in other words, whether death 
is the necessary outcome of development, and whether rejuvenation and 
the beginning of a new cycle of life are impossible. In man and higher 
mammalians death seems to be caused directly or indirectly through 
microorganisms or other injuries to vital organs. The example of cer­
tain plants, e.g. the Sequoia in California, shows that certain organisms 
may live thousands of years. 

I pointed out a few years ago that the egg is a valuable object for 
the study of this problem. The process of fertilization of the egg is 
a life-saving act. The mature egg which is not fertilized dies as a rule 
very quickly under conditions under which the immature or the fertilized 
egg remains alive. If, e.g., fertilized and unfertilized eggs of the same 
female of Fundulus (a marine fish) are kept in the same vessel with sea 
water or distilled water, the fertilized eggs remain all alive and develop, 
while the unfertilized eggs die in a few hours and become putrid in a 

223 
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day or two. The case of starfish eggs is possibly still more striking. 
The egg of a starfish, Asterias Forbesii, is, as a rule, immature when 
taken from the ovary, and maturates when put into sea water. Very 
often not all the eggs of a female undergo maturation in sea water, and 
I have found that maturation can be inhibited by putting the eggs into 
slightly acid sea water. It was found that the eggs which maturate 
but arc not caused to develop die in a few hours, while the eggs that are 
caused to develop or the eggs which fail to maturate (or are prevented 
from so doing) 'will not die, even if kept in the same dish of sea-water.* 
The eggs which are allowed to maturate, but are not caused to develop, 
die just as well in perfectly sterilized sea water, in which the eggs keep 
free from putrefaction for months, as in normal sea water or in sea water 
to which cultures of bacteria of putrefaction have been added. These 
and other facts indicate that in the mature egg processes occur which 
lead invariably to the death of the egg under circumstances under which 
the fertilized egg invariably keeps alive. 

As far as the second problem of transformation is concerned, namely, 
the transformation at desire of one species into another, conditions are 
more favorable since De Vries has succeeded in actually observing the 
transformation of one species into another. 

De Vries discovered in experiments which have been carried on since 
1886 in the most painstaking and labori0us way, that from the seeds of 
a certain plant, CEnothera Lamarckiana, there arise always a very 
small number of plants which differ from the mother plants in definite 
characteristics·t "These plants are from the very first true to seed!" 
Dc Vries thus discovered that new forms arise from (Enothera La­
marckiana, not by gradual variation, as Darwin and Wallace had as­
sumed, but by a sudden jump. As an instance, the origin of the species 
(Enothera gigas from (Enothera Lamarckiana may be mentioned. It 
originated in De Vries's culture of 1895 in a single specimen, and this 
first specimen was, as soon as it flowered, fertilized with its own pollen. 
The action of insects was absolutely excluded. The following spring 
the pure·seed was sown (1897). The several hundred plants which 
thus originated all differed in the same way from (Enethera Lamarck;" 
ana, resembling the mother plant of (Eno/hera gigas. The species has 
since remained constant. In the same sudden manner the other new 
species of (Enothera originated from (Enothera Lamarckiana. To this 
sudden, discontinuous form of evolution De Vries gave the term "muta­
tion." The observations of De Vries also explain the fact which 'Dar­
win's idea of 8"'Idual evolution failed to explain; namely, tlaat species 
can and uSU'allydo remain constant for thousands. of years. The plants 

• Loeb, P/iiig'ers Archiv. Vol. 93. p. 59, H}02. 
", .. t..Hugo de Vries, Die Afutationst/uon'e, Leipzig, 1901. 
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found in Egyptian tombs do not differ from the species existing to-day. 
According to De Vries, a period of constancy may be followed by an 
explosive tendency to mutate, whereby new species arise suddenly, while 
the original species continues to exist. 

The most important fact, however, from our point of view is the per­
fect harmony between De Vries's theory of mutation and Mendel's ex· 
periments on hybridization. The latter lead to the idea that hereditary 
characteristics are transmitted by specific determinants in the sexual 
cells, and that each characteristic must be represented by such a deter­
minant in the sexual cells. No two forms can have a closer resemblance 
than corresponds to the difference between two determinants. If the 
latter are comparable to the members 01 a series of compounds, e.g. of 
alcohols, there is no more a transition possible between two species sepa­
rated by a difference in only one determinant than there is a transition 
possible between the two neighboring alcohols of the same series. This 
means that evolution must be discontinuous, as De Vries has actually 
discovered it to be. 

Not all the new species which originate from <Enothera Lamarckiana 
are capable of existence. The first mutation De Vries observed was a 
form having pollen unfit for fertilization. It goes without saying that 
such a form cannot exist in nature. But other forms can exist, and do 
propagate side by side with CEnothera Lamarckiana. The limitation 
for newly produced species is not the struggle for existence, but a 
faulty construction. The idea that mutation is working in a definite 
direction is a mere anthropomorphism, and like all anthropomorphisms 
is in contradiction with the facts. 
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