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Our knowledge of the elnbryology of the Gastropoda dates frotn 
the latt.er part of the 19th Century, and a considerable aillount of work 
has been published on the subject. .A. perusal of the literature sho\vs 
that ,vhile a great deal of attention has been paid t.o the phrnotnena of 
cleavage and e.ell-lineage, .equal justice has not been done to organo
genesis. Most of the investigations are confined to the early develop
luent of the embryo up to the gastrula or the trochophore stage. Only 
a fe,v authors have described the origin of th~ rudiments of the various 
organ-systellls and their subsequent development. 

The Indian Apple-Snail, Pila globosa (Sv{ainson), is studied as a type 
of the Gastropoda in lnany.:o!the Indian Universities, and an acconnt 
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of its anatolllY 'vas published by Prashad (1932). In order to complete 
our knowledge of this form I took up at Professor K. N. Bahl's 
suggestion, the study of its embryology. 

This" investigation ,,"as carried out in the Zoology Departlnent of 
the University of Lucknow under the guidance of Professor K. N. Bahl, 
D.Sc. (Oxon.), to whom I am deeply indebted for advice and constant 
encouragement. He made valuahle suggestions and took great pains 
in revising the nlanuscript. I anI also indebted to Dr. M. L. Bhatia 
and J?r. S. 1\1. Das for tlleir helpful crit.icisms and assi~tance in the prepa
ration of the figures. My tha.nks are also due to Dr. S. M. Sane and 
Dr. A. C. Chatterjee of the Chemistry Departnlent for translating the 
bulk of the German references for me ; and to Mr. Natu for help in the 
preparation of some. of the drawings. Finally, to Professor E. S. 
Goodrich, F.R.S., of Oxford, I a.m deeply indebted for examining the 
manuscript critically. 

Material and Techn'ique. 

The material for the present investigation was obtained during the 
monsoon months of July and August. Freshly la.id spawn ,vas obtained 
both from Chinhat a.nd Maravaon IJakes in the vicinity of Lucknow, 
as well as from the aquarium" of the University Zoologfeal Laboratory 
at Ijucknow, where copulating pairs were brought and kept for the study 
of oviposition. The time taken for oviposition "\\ras recorded. The 
egg-masses ,vere kept on moist earth in large glass dishes in as natural 
surroundings as possible in the la.boratory. The earliest embryonic stages 
were dissected out of th.e eggs in normal salt solution by removing a 
part of the egg-shell and incising the thick solid layel' of albumen with 
a needle, thus allowing the albuminous fluid within to flow out of the 
egg a.Iong with the contained embryo. The embryo was then sepa.ra
ted from the albulnen with fine needles. 

The material was fixed variously. For a study of the cleavage, 
the 'segmenting ova were fixed in Gilson's mixture or 5 per cent. formalin, 
or according to Wilson's method (1904)-fixing in acetic acid to which 
drops of glycerine were added to render the ova transparent. Gilson's 
tnixture was found quite satisfactory for the study or whole embryos. 
For advanced stages of t.he enlbryos, Kleinenberg's picro-sulphuric acid, 
Gilson's mixture, the Petrunk~witsch's mixture, 5 per cent. formalin, 
Zenker's fluid, and hot corrosive sublimate were employed. Of these 
Gilson's mixture and the Pet.runkewitsch's mixture gave the best results. 

The time of fixation varied 'vjt.h the different. fixatives and with the 
different stages of development. Gilson's and Petrnnkewitsch's mix
tures required 5 to 20 minutes. 

In a"dvaneed stages \vhen the shell is well developed and the embryos 
possess a.n adult appearance, it iR always essential to fix them in their 
fully extended condition in order to avoid complications caused by th,e 
retraction of the embryo within the shell. For this purpose, the embryos 
were narcotised either ,yith sulphnrie-ether or with chloroform. The 
shell was then removed with fine needles. 

The fixed material was stored in 75 per cent. alcohol. Sonle of the 
material was preserved in the alcohol-glycerine mixture. It was found, 
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ho\\·ever. t.hat the glycerine penetrated the tissne of t.he nlaterial so 
t~oroughly that it could not be cOlnpletely removed subsequently, 
"·Jth the result that good sections could not be obtained. 

It may be elnphasised that material should preferably be kept in 
glass-stoppered tubes rather than in corked tubes. In the latter case, 
presumably on account of some r.hemical change produced by the action 
of alcohol on the cork, the material becomes discoloured, and does not 
yield good sections, as the cells of the outer or epidermal layer beconle 
vacuolated, shrunken or distorted. On the other hand, the lnaterial 
kept in glass-stoppered tubes retains its natural colour for a long time 
a.nd the tissues remain in good condition. 

For whole mounts, the best results were obtained by first keeping the 
elnbryos in the alcohol-glycerine n1ixture for some time. This treatment 
renders them more transparent than is otherwise possible. Embryos as 
well as the early eggs in cleavage-stages \vere cleared in clove oil and 
mounted in cavity slides-,vhich procedure ha.s the advantage that, on 
r?lling the cover-slips, the ova and the elnbryos can be examined on all 
sIdes \vithout being injured. 

For sectioning, the embryos \vere cleared in cedar-,vood oil and 
enlbedded in paraffin. For the orientation and the block-making of 
very early stages, the following rnethod proved to be satisfactory. The 
enlbryos \vere transferred from the clearing lnedium on to a piece of 
blotting paper, ,vhence they \vere transferred by touching the embryos 
~vith a needle dipped in melted paraffin, \\Then the eluoryos adhere to the 
paraffin. They were then transferred to vyatch glasses containing luolten 
paraffin inside the bath. At the tinle of block-making, the elnbryos 
,,·ere orientated under the binocular-luicroscope and the paraffin allo\ved 
to cool. If the material is lightly stained ,vith Borax Carlnine ,,,hile it 
is still in alcohol, the orient~tion in paraffin is very 111uch facilitated. 

Sections 'v ere cut in three planes, 1.:£z., t.ransverse, sagittal, and hori
zontal. Sections of the early stages ,,·ere cut 5[1. thick, but those of some 
of the advanced stages were cut up to 8/-L. 

'Vhole mounts were stained in alcoholic borax-carmine which was 
also used as a bulk stain for sectioning purposes. Delafield's Haema
toxylin, either alone or ,vith eosin as a counter-stain, and Heidenhain's 
haematoxylin were employed for staining t.he sections . 

. A .. ll figures were dra\vn ,vith the help of the camera. lucida. The 
figures of the \vhole nlonnts ,vere drawn in outline with a camera lucida, 
hut the outlines of the internal organs, though first traced from ,,~hole 
lllounts, ,vere checked later by a study of the sections. The figures have 
been so dra\vn that the dorsal side of the animal is the upper siue of the 
section, and thus the direction of the foot is always kept ventral. In 
figures of transverse sections, the right and left sides of the figures corre .. 
spond to the right and left sides of the animal. 

II. OVIPOSITION. 

The Genetal Process. 
Like Inost Gastropods, Pila globosa is oviparous. It breeds during 

the rainy season, '~thich in Northern and Eastern India extends over 
.a period of a/bout four n1ontbs, from June to September. In the United 
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Provinces, the period extends from the beginning of July to about the 
first week of September, but the middle of July, when the mOIlBoon "is 
in full swing, is ~he most active period. In Bengal, where the monsoon 
is early, breeding takes place in May and June (Prashad, 01925). Breed
ing depends not only on the onset of the rains but also on their continui~y. 
If'thereo)is a break in this continuity for several days on end, breedIng 
ceases altogether, except in rare cases . 

... L\.s soon as the rains set in, the snails: which have been aestivating 
underground upto a depth of four feet (Bahl, 1928), come out of the 
gro1llld and enter small ponds and puddles formed by the rain. They 
.f~ed voraciously on succulent aquatic plants such as Vallisneria and 
Pistid, alnd la-ter copulate. Copulation may take place either in water 

.. while the snails are floating, or near the edge of water amongst water-
weeds. . 

Eggs are laid two to three days after copulation, and generally about 
two weeks elapse after the onset of the rains before the females are seen 
laying their eggs. According to Bahl (1928), oviposition can be delayed 
by 'preventing impregnated females from going out of water on to the 
land, but :when this check is removed, oviposition begins. He writes, 
" after ~lreeping several fertilised females in wa ter in a glass aquarium 
for a week, I took them out and placed them on moist ground in the 
frog-pond with the result that there was, so to speak, an 'epidemic' 
o of oviposition, since all of them had been waiting to lay eggs " I 
observed also that females, which were disturbed in the act of oviposi
tion; if kept on moist soil, started laying again after about three hours, 
~o that t~e interrupted oviposition was resumed. 

Generally, Pila lays its eggs in the early hours of the morning from 
about 5 to 9 A.M., though sometime~ eggs are laid at other hours of the 
day as well. 0 " 

For oviposition, Pila leaves the water and comes out on the land, 
o It lay~. its egg-mass in a suitable place, generally a few inches to a few 
fe~t above the water-margin 'in' a natural depression" 'in the ground or a 
special pit made fqr the purpose in soft ground with the help of its shell 

"oand foot. ~hfltD. th~ gr0ll:nd,'~s hard, no pit or depression is formed a~d 
the eggs remain quite exposed and unprotected, but they are usually 
con~ealed amongst water-weeds or grass close to the water-margin. 

There are two distinct advantages to the snail in laying the egg
lnasses all\~ngst water-weeds rather than on open ground. 'In the 
first place, the eggs are protected from desiccation; they retain their 
Ino~ture fol' a long time, and even the outermost eggs in the mass do 
not 0 dry up ; the number of embryos which hatch out is much larger 
than in the case of those egg-masses which are laid out in the open. 
In the latter case, there is exposure to direct sunlight and excessive 
evaporationo with -the result that the outer layers ofoeggs in the masses 
dry up and the embryos die. 

When PiZa comes out of water for oviposition, a process which takes, 
four to six hours"it is exposed to its enemies, such as water-birds, ~peci
ally the herons, which are always on the look-qut for and pounce upon 
the snail, which has protruded its foot and head out of its oshell and lies 
in a relax~d condition during ovipo~sition. These bir,,"s tear 0 the snail 
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out of its shell and incidentally destroy the 'eggs, trampling them under 
their feet. 

Duri'ng oviposition, the head region protrudes· out of the shell along 
with the fully extended foot, the latter functioning as ~n ' ovipos~tor ' 
(Bahl, 1928) by being transformed at its base into a cup-shaped struc ... 
ture with the concavitv towards the outside. By its muscular action, 
the foot helps in the de"position and collection of the eggs into a ~ass as 
soon as they pass out of the vagina, one after another. The ,cup-shaped 
foot envelopes the eggs as they are laid and keeps them togeth~r till : 
t~ last egg is laid, after which the female withdraws its foot fro~ the' 
egg-mass and creeps back to the water, leaving the egg-mass. .outside. 
It was probably after seeing Pila in such a state, i.e., when t~ f,emale 
was laying its eggs and the eggs were partially covered by the' dome
shaped sole of the foot, that Ramanan formed a wrong idea that eggs 
were being incuba,ted by the female; he also wrongly considered the 
upper part of the cup-shaped foot enveloping the egg-mass as a part 
of the mantle. Bahl (1928) ,first showed that Ramanan ~as mistaken; 
and I agree with him. BahI's statement that" 'the foot is attached 
to "the egg-mass for kneading together and adding new eggs as they are 
being laid to'the pre-existing egg-mass' and not for the purpose .of incu
bation " is corroborated by my own observations. 

The Egg-Mass. 
The eggs are laid i,n more or less irregular masses which differ in ~iz.~, 

weight, and shape, and also in the number of eggs they corttain., _RIlle 
size ,of the egg-mass varies from 2X2"5 cm. to 5x9 cm."avera~g 
about 3·5 X 5 cm. ; the eggs are placed 5 to 6 layers deep. Th~ weight 
of the egg-masses varies from 5 to 34, grms., average 15 to 2~ grms. 
The number of eggs in each mass varies from 100 to 850 ; in masses 
which are about 3·5 X 5 cm. in size and 15 to 25 grms. in weight, the 
number is from 400 to 500. 

The shape of tlre egg-masses varies .... ·' If the eggs are laid in a hollow, 
the mass assumes a convexity on the side lying against the groubd. 
On fiat ground, the mass is fiat on the lower si~-e. . T~~ upper surface 
of the mass may be either fiat or convex ... The"mass·iis morE! or le~s 
circular or oblong in ou~line and may show a depression in the centre. 

During oviposition, as the eggs are laid in succession and are sticky 
in the fresh condition, they get pressed and glued togeth~r due' to the 
muscular action of the foot. The eggs thus become slilZhtly flattened 
at their places of contact. 

The Egg. 
The eggs of different masses may 'vary slightly in size, but the eggs 

of the same mass are of the same size, though in a few cases one or more 
eggs in the same mass may be larger than the rest. The egg is either 
rounded or oval in shape, varying in diameter from 4 to 7 mm., the latter 
size being rare. The average diameter is about 5 mm. 

The egg is composed of a shell; two thin mem1:Jranes, the shell
membrane ,and the albumen-membrane; a solid albuminous sphere; 
and the albuminous fluid in which the embryo floats. 
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The shell forms the outetmost covering of the egg. It is' calcareous 
and is milk -white in colour ; when fresh it is soft and sticky. Shortly 
~fter oviposition, the shell dries up and becomes hard and brittle. The 
shell is also porous. The outer surface of the shell is rough and is studded 
wiifu minute tubercles. The shell is about 0·5 mm. thick and is lined 
interna)ly with a very thin and delicate transparent membrane, the s~ell 
membra.ne. On :removing the shell with the shell membrane, a thl~k 
solid globular mass, the albu~inous sphere, is seen. It is about 4 ~. In 
diameter and 1·2 mm. thick, and fills the entire space within the shell. 
Clqs~ly investing the albuminous sphere, is another delicate membrane, 
the' al~~en-membrane. The albuminous sphere is solid in textur?, 
and is greyish-white in colour; inside, it is hollow and the cavity IS 

filled with a transparent albuminous fluid in the centre of which floats the 
yellowish embryo. The area covered by the albuminous fluid is abou~' 

,1·7 mm. in qiameter. 
The growing embryo ingests the entire albuminous fluid and then 

the solid albumen, so that at the time of hatching, only the albumen 
and shell-membranes are left within the shell; the latter ruptures to 
allow the embryo to come out. 

Dev,elopment evidently begins as soon as the eggs are laid. Eggs 
taken fr6tn different regions of an egg-mass contain embryos at different 
stages of development. In a freshly laid egg-mass 2 the eggs laid last 
show no cleavage of the fertilised ovum at all ; the eggs from the middle 
l~yers of the egg-mass are in the two-cell stage; and the eggs that were 
ille .first tQ b~ laid, i.e., those at the lower,most layer of the egg-mass, 
are·.1aIready in the four to eight-cell stages. 

Apparently, all the eggs are fertilised, and are capable of development 
under favourable conditions; no sterile eggs were met with!. 

The incubation period varies with the nature of the environment. 
Brighter sunshine (higher tempera.ture) and suitable humidity accele
rate development. I found that in one year when the temperature 
in the shade varied between 90 to 10QoF the ~ncubation period .as 
10-14 days; while in another year, during the corresponding period 
when, due to Qonstant ~nd heavy rainfall, the temperature had come 
down to 70-80°F. the incubation period was about three weeks!. 

III. THE FERTILISED OVUM. 

During copulation the spermatozoa are known to make their way 
to and impregnate the ova while the latter are still within the oviduct. 
The thick solid layer of albunlen and the egg-shell are formed later and 
surround the fertilised ovum. Careful examination of a freshly laid 
egg, on the removal of the egg-shell and the solid albumen-sphere, shows 
a large number of spermatozoa floating in a more or less disintegrated 
condition in the liquid albumen (cf. Semper, 186~ ; Scott, 1934) . . 

1 According to Annandale (1920) a covering of the sterile eggs surrounding the fertile 
ones is met with in the case of the Siamese species, Pi14 turbinia. 

2 Prashad (1925.) gave the incubation period in Pila globoaa as about a month. In 
Amp'UZlaria polita, according to Semper (1862), 14 days was the maximum period required 
by the young ones to ha.tch·out. ~cott (1934) gives this period as about one month 
in the case of Ampullaria canalicula'ta but this, she says, is the case with eggs produced 
at the end of the season and kept in shade. 
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The fertilised ovum (Text-fig. la) is spherical, and is a bright lemon
yel10w due to the presence of. the' colour,ed fo.od-yolk which renders ,the 
e~g quite opaque. ' Each ovum in the living state is about 160 I' in 
diameterl • In, it the yolk is uniformly distributed and there is no 
demarcation between the protoplasmic and !1euteroplasmic por~jon~. 
The first indicat.ion of a polar differentiation is noticed when the two 
polar bodies are extruded, one after the other, at one end of ;phe egg, 
which forms the animal or formative pole of the egg. In Pila Itglobosa, 
as in Paludina (Tonninges, 1896) and Crepidula (Conkli~;. 1897) the 
pQJar bQdies do not remain attached to the egg for a very long tinle, but 
soon get detached and disappea.r2. On examining t~e' ovum imme
diately before the first cleavage, we find that just beneath ~,the polar 
bodies there lies a small comparatively lighter area, while the yolk is 
concentrated at the opposite end of the egg; the nucleus has moved 
from its middle position into the animal pole while the polar bodies 
are being extruded. Thus a polar differentiation is clea~ly established 
in the egg just before cleavage starts, as is gen~rally: the case in all 
Gastropoda. In Crepidula, however, Conklin (1897) believes that this 
polarity is established at a very early stage when the egg is still within 
the ovary. 

IV 'CI~EAVAGE AND 'THE CLEAVAGE=CAV1TY~ 

T he First Cleavage. 
Cleavage begins about 2t to 3 hours after the eggs are laid. The 

first dividing furrow appears at the animal pole where the p.olar bodies 
,,,,ere extruded, and gradually extends along both sides in a,' meridi<Wai 
direction to the vegetative pole. The first cleavage is completed-:in 
about 15 minutes and divides the egg into two equal halve~, the. blasto
meres. Each hemispherical blastomere soon thecomes aJmost spherical 
again, the two being joined along a small area i~ ~he middle of each 
sphere.' But this spherical shape does not persist, .. as the blastomeres 
again ~ecome flattened against each other (Text-fig. 1b), so that the two 
together l~ok like a single undivided sphere (ef. Paludina, lJittorina, 
Succinea, G1'epidula, Limax, ,Planorbis, Physa, etc.). 

At the junction of the two blastomeres,·a lenticU:~f1.r cavity makes 
its appearance and after reaching its nlaximum size., 'suddenly dis .. 
appears b.efore t.he conlmencement of the next cleavage. 

The Second Cleavage. 

The second qleavage occurs about two hour~ after the completion 
of the first. Just before the appearance of the second cleavage-furrow, 
the two hemispherical blastomeres show the same arrangement of their 
contents as in the unsegmented ovum, i.e., the clear protoplasmic area 
with the nucleus lies towards the anilnal pole, while the yolk is con
cent.rated tow~rds the vegetative pole. This cleavage is also meridional. 

1 I have observed that on fiXation the ovum shrinks in size~ Thus, for example, 
a living fertilised ovum about 160 lL in diameter became reduced to 144 lL in diameter, 
af~r it was fixed, dehyqra,ted and cleared. 

J Conklin (1897) has traced these polar bodies in Orepidula inside the mesenteron, 
where they, had " been drawn in with the nutrient fluid (albumen) surrounding the 
embryo ". 
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Beginning from the animal pole, it cuts- across the first furrow at 
right angles, and gives rise to four blastomeres of equal size, desig
nated as A, B, C and D. The division of the two blastomeres occurs 
si~ultaneously and I never came across any stage where the division 
o,f one of the two blastomeres preceded even slightly that of the other. 
At the time of their formation, the blastomeres are, as in the preceding 
stage, spherical but later get pressed against one another (Text-fig Ie). 
The second cleavage is the first indication of the occurrence of the' spiral' 
clea vage and is laevotropie in direction. It occurs in such a manner 
that' cross' or 'polar' furrows are formed at the two poles of the 
segmenting egg, as a result of which two of the blastomeres come to lie 
against each other-at one pole and prevent the ot~er two from coming 
in contact' with each other; the latter two however, meet at the opposite 
pole (Text-fig. Ie) where the first two remain apart. The polar furrow 
is of great practical and theoretical importance. It has been stated 
to bear a constant relation, in all cases of spiral cleavage, to the first 
an~ second cleavages~ If an egg at the 4-ce11 stage is seen from the 
animal pole, the polar furrow is seen bending to the right if the first 
cleavage.;.furrow be kept in the line of vision, and in the reverse direc
tion, i.e., towards the left, if the second furrow is kept in the line of 
vision. This order is reversed if we see the segmenting egg from the 
vegetative pole.' According to Conk1in (1897) and others, the segment
ing egg can be easily and rightly orientated, even in its later stages, 
by keeping this early position and condition of the polar-furrows in 
mind: 

c. 

TEXT-FIG. 1. Early cleavage stages up to the formation of the blastula: X 200 
a. Fertilised ovum as seen from the animal pole: X 200. 
b. 2-cell stage. c. 4-cell stage. d. 8-oell stage. e. 12-0011 stage. f. 16-cell stage. 

go 32-cell sta~e. k. 48-cell stage. i. Surface view of a fully developed blastula as seen 
from ~he anImal pole: X 200. 
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At this stage again, a quadrilateral cavity makes its appearance in the 
centre of the egg where the four blastomeres meet, and, after reaching 
its maximum size, suddenly disappears just before the formation of 
the third cleavage, in exactly the same manner as in the preceding stage. 
It reappears again after the next cleavage is completed and disappears 
after a short pause, to repeat the process in the following cleavages. 
It is the rudiment of the cleavage-cavity, and has been rightly described 
by Kofoid (1895) as " an ephemeral recurrent cleavage-cavity" 

TI,e third cleavage or the formation of the .fi1'st quartette of mic·rome1'es. 

Unlike the first two, the third cleavage-furrow, formed after an 
interval of 1 to I! hours, is equatorial in direction and lies more towards 
the animal pole, It cuts off four small protoplasmic micromeres. from 
~he four large lllacromeres in which the yolk-material is now concentrated, 
thus giving rise to the 8-cell stage (Text-fig. 1d). The four micromeres, 
designated as Q" b, c and d, form the first quartette! of micromeres or 
the ectoblast. The spiral cleavage is more pronounced at this stage 
and the actual rotation of the cells, la, Ib, 1c and 1d, towards the right 
si~e can be easily seen; this cleavage is dexiotropic in contrast' to the 
preceding laevotropic one. The micromeres rotating approximately 
through 45° come to lie finally on the furrows between the macromeres. 
After the rotation, the micromeres draw together, get pressed against 
one another and lose their spherical shape. A" secondary" polar 
furrow is formed in the centre where the cells meet. A central cleavage- " 
cavity also makes its appearance at this stage but after attaining its . 
maximum size disappea,rs before the commencement of the next cleav
age. 

The formation of the second quartette of microme'tes. 
The next cleavage results in the formation of a 12-cell stage (Text

fig. Ie), The four micromeres of the second quartette are cut off·from 
the macromeres ; these micromeres, 2a, 2b, 2c and 2d, are smaller than 
the macromeres 2A-2D, but are distinctly larger than the microme~es 
of the first qua.rtette (la-ld). The 12-ce11 stage, is not a "transitory" 
stage but a " resting stage" in Pila. Mter the cleavage is ,completed 
the blastomeres draw together and give the segmenting egg a spherical 
fOfnl. An "ephelueral recurrent '/ cleavage-cavity again makes 'its 
appearance to disappear again at the time of the next cleavage. 

The division of the first quartette of mic'I'omel'es. 
After a pause of about half an hour the cells of the first quartette 

(la-ld) divide unequally into double their number.· This cleavage is 
again anti-clockwise or laevotropic. 'l'he daughter-cells which a,re cut 

1 The term ' quartette" is used to designate the products of one ' generation ' of 
the egg, which are cut off at the animal pole from the four cells lying below. The sub
divisions of these quartettes will be described as " tiers" -those which are cut off 
towards the animal pole form the ' upper tier', while those towards the vegetative pole 
form t.he ' lower tier '. 

Similarly, the qUa,rtettes of the different 'generations' are designated by 
co-efficients (la, 2a, 3a, etc.), while the geneology of the cells of each quartette is indi
cated by exponents (la l , la'l, lall, la2l, lalli, lal12, la21l, la212, etc.). 
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off towards the animal pole form the "upper tier" of micromeres, 
namely, la1, lb1 , lC,lllll and are pushed towards the periphery. Conklin 
(1897) calls these peripheral cells (la2-1d2 ) "the turret-cells" Thus 
a I6-cell stage is reached (Text-fig. If). 

The formation of the third quartette of microrneres. 

The formation of the third and last quartette of micromeres (3a-3d) 
occurs almo&t simultaneously with the first division of the ~econd 
quartette of micromeres, with the result that a. 24-cell stage is obtained. 

-tAt fi.rst, four micromeres (3a-3d) are separated off, from the macromeres ,a ... ~-3D) in a dexiotropic direction, and this .is immediately followed 
by the dexiotropic division of the lnicromeres of the second quartette 
(2a-2d) , so that a 20-cell resting stage never result~, and we get directly 
to the 24-ceU resting stage. The micromeres of the third generation 
are fairly 'large but a·re smaller than the macromeres, and" are distin'
guished from the latter by their clear protoplasm. At this stage the 
first quartette consists of 8 cells in two tiers: (1) the upper tier (la1-ld1 ), 

in the centre looking more or less like a cross; ·and (2) the lower tier 
(la2-1d2 ) (turret-cells or trochoblasts) lying in the angles of the arms of 
the cross of the upper tier. The second quartette of micro meres also 
consists of 8 cells (2al -2d1 and 2a2-2d2). Beneath these lie the c~lls of the 
third quartette w~ich are only 4 in number, and lie in the furrows of the 
four macromeres still laden with yolk and forming the vegetative pole of . 
·the embryo. A cleavage-cavity now appears which, unlike the preceding 
t ones, does not disappear but persists throughout the later stages, and 
forms ,the cleavage-cavity of the ·blastula. . 

These three quartettes represent the ectoderm and mark the com
plete separation of the ectoderm from the endoderm and mesoderm: 
both of which are represented by the four macromeres. 

In the 32-, 48- and 64-cell stages (Text-figs. 19, It) as in the earlier' 
ones the cells of the segmenting egg come together after the completion 
of the divisions, ap.d get pressed against one another so that the egg 
assumes a spherical shape and the outlines of the cells are lost, making 
it diffic»-lt to count their number. In these stages, neither sections of 
embryoS- nor whole mounts show any indication of the differentiation 
of the primary mesoderm cell which has been traced in many Gastro
poda to the 24-ce11 stage, as in Orepidula, Planorbis, and others. The 
earliest trace of the mesodernl in Pila, as in Paludina, appears much 
later" viz., in the gastrula stage. 

The nlicro- and macromeres increase in number and the cleavage
cavity expands till a blastula with a distinctly large blastocoele is formed. 
A fully developed blastula (Text-fig. Ii) is a s.pherical structure, about 
0-16 mm. in diameter, with the micromeres at the animal pole and the 
macromeres a.t the vegetative pole. A blastula is formed in about 19 
to 21 hours after the eggs are laid. 

I have DOt-been able to ascertain with certainty ~hether the a,lbumen 
is deposited first ill· the micromeres or in the macrome.res, or sinlultane
ously in both. I observed it only at a stage when it was already present 
in all the blastomeres. After the gastrula stage, however, the albumen 
is absorbed by the endodermal cells alone. 
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Discussion. 

The study of the cleavage in Pila shows that it resembles other Gastro
pods in which the eggs do not contain a large amount of yolk, as in 
Ampullaria canaliculata (Scott, 1934). The spiral clea vage in Pila at 
the 4-cell stage is characteristic of all G-astropods. Again, in the direc
tion of its polar furrow, Pila resembles all other dextral Gastropoda 
such as Crepidula (Conklin, 1897) and Utnbrella (Heymons, 1893). In 
sinistral Gastropoda such as Planorbis (Rabl~ 1879; Holmes, 1900) 
and Physa (Crampton, 1894 ; Wierzejski, 1905) the direction of the polar 
furrow is the reverse. 

In most Gastropods the blastonleres up to the 4-ce11 stage are,.as in 
Pila, nearly of equal size, and inequality first becomes evident in subse
quent cleavage-stages. In Aplysia and Acrea, however, the blastomeres 
are unequal already in the 4-ce11 stage. 

Among Gastropods the amolmt of yolk seems to play an important 
role in regard to the relative size of the micro- and macromeres. The 
greater the amount of yolk in the egg, the slllaller are the micromeres 
in relation to the macromeres, and this relation is maintained in the 
later stages of cleavage. In eggs with little' yolk this difference' is iU
marked, and later all the blastomeres apparently become equal in: size. 

In Pila globosa the micronleres of the 3rd quartette (3a-3d) are ,dis
tinctly sma.ller than the macromeres, though' the difference is not 
considerable. 

I agree with Delsman's vie\\l' (1914) that the diameter of the eggs 
is no measure for gauging the amount of food-yolk present in them. 
He has shown that ~hough in Lfitto-rina obtusata the egg is 200 ~ in dia .. 
meter as compared with 112 (L in Crepidula fornicata (Conklin, 1897), 
the inequality of cleavage is Dluch Inore marked in the latter than in the 
former, as shown by the micro- and macromeres of the 3rd quartette. 
In P,ila globosa the egg-diameter is 160 [1., yet there is great inequa.lity 
in the size of the micro- and maCr0111ei'es, though this is not so pronounc-
ed as in Crepidula. ' 

The cleavage-cavity. 

The cleavage-ca.vity first appea!,s as a small lenticular cavity in the 
2-cell stage a.t the region where the two blastomeres meet; after attain
ing its maxilnum size, it suddenly disappear~, the blastomeres get closely 
pressed against each other and are ready for the next cleavage. It 
reappears in the 4-cell stage as a central quadrilateral cavity fornled 
at the meeting-place of the inner ends of the four blastomeres. The 
cavity gradually enlarges till the blastomeres get flattened along their 
inner surfaces and give the segmenting egg a spherical shape just before 
the third cleavage. Now the cavity disappears to appear again at the 
a-cell stage. This process of appearance and disappearance continues 
till the 24-ce11 stage is reached, when the cavity no longer disappears 
but persists, and gradually enlarges till it aSSUllles a considerable size 
within the fully developed blastula. In its early stages the cleavage
oavity lies more towards the animal pol~ of the developing egg. 
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V GASTRULATION. 

The fully developed blastula becomes flattened at its thickened 
vegetative pole. The macromeres at this thickened region become 
elongated a.nd extend into the segmentation-cavity. Gradually a 
depression appears at this thickened region, the depression being deeper 
towards the centre than towards the periphery. As development pro
ceeds the depression deepens, thereby pushing the elongated cells of the 
fia ttened region deeper in to the segnien ta tion -ca vi t y and leading to 
the invagination of a.ll the macronleres at the vegetative pole to forDl 
the future endoderm. Thus arises the gastrula (Text-figs. 2a, b) and 
the place of invagination forms the blastopore. Gastrulation in P·ila 
is, therefore, embolic. The edge of the blastopore marks the boundary 
between the nlicromeres (ectoderm) and tlie yolk-laden r.nacromeres 
(endoderm). The endoderm cells, in addition to their larger size, can 
be easily distinguished from the ectoderm cells in taking a lighter stain . 
beca.nse of the presence of yolk within them. 

end.--+-fH-:I~i\ 

0,. 

TEXT-FIG. 2. Gastrulation. 

a. Horizontal section of an early gastrula: X 280. 
h. Optical horizontal section of an older gastrula: X 487. 

Unlike some other Gastropoda such as Pall.l,dina, the segmentation
cavity in Pila is never obliterated completely at gastrulation, but is 
merely redllced and later again enlarges. 

When invagination is complete, it i~. seen that the invagina.ted 
endodernt or archenteron is enclosed on two sides. by the two arms 
of the mesodermal bands which, though separate from each other ante
riorly, converge posteriorly at their 'place of origin from the mesodermal 
teloblasts. 

In the early stages of invagination the gastrula appears more or less 
kidney-shaped in a lateral view. On further growth, however, it. 
reassumes the spherical shape of the blas~ula. The blastopore is large 
in its earlier stages, but becomes smaller and slnaller until finally it 
becomes greatly reduced. 

The lumen of the arc1).enteron is not simple, but right from the time 
of the invagination the endodermal wall becomes folded and the archen
teric cavity gives rise to either two or niore accessory chambers of 
different sizes and shapes. . These chambers comnlunicate with the 
central cavity of the archenteron through narl'OW or wide passages. 
Thus, in some cases one gets the impression that the accessory chambers 
are evaginations from the nlain centrallunlen of the archenteron. These 
evaginations .simulate arckenteric pouches which are liable to be mistaken 
for coelomic pouches. The infoldings of the archenteric wall provide' 
a large surface evidently for the a.ssimilation of the ingested ~lbumell. 
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VI. THE TROCHOPHORE. 

As the gastrula. assumes it.s finnl, more or less bell-shaped, form, 
the blastopore becomes narrowed to such an extent that it is difficult 
to locate it in sections which are even slightly oblique. In the living 
condition, the presence of yolk within the endoderm cells renders the 
gastrula quite opaque and yellow, so that the blastopore cannot be seen. 
The invaginated archenteron beconles more or less flask-shaped-the 
part around the blastopore is narrow, while that at the opposite end 
is broad and has a wider lumen. The part of the embryo away frolli 
the bla'~toporal end is the anterior one while the 'blastoporal end forms 
the posterior end. The blind end of the archenteron widens out and~ 
consequently, the cleavage cavity becomes reduced in that part of the 
embryo~ while in its posterior part, it remains quite spacious. A further 
differentiation takes place in the embryo at this stage; an equa,torial 
band of two rows of cells, situated more towards the anterior end than 
in the middle. becomes differentiated by an increase in size of these cells 
and encircles the enlbryo. _J\.s development proceeds, t.he cells of this 
band grow in size and become fairly prominent. Vacuoles appear 
within the~e cells giving the latter a more or Jess transparent appearance. 
Later, fine cilia. develop on the,se cells and the ciliated band forms the 
velum; and thus the embryo passes into the trochophore stage. At 
this stage neither the rudiment of the stomodaeum nor that of the foot 
has differentiated. The blastopore, ho\vever, persi~ts as a narrow 
aperture and forms the anus, while the mouth is a new formation. At 
the posterior end, on that side of the embryo which in later sta.ges 
becolnes the dorsal side, a flattening of the ectodermal wall takes place; 
this nlarks the area where, after a short time, the thickened rudilnent 
of the shell-gland ma.kes its appearance. ' 

VII. THE DEVELOPMEN'l' OF THE )IESODERM (TEXT-FIGS. 3~-e). 

The Development. 

The earliest stage examined by me regarding the origin of the me~o
derm is an early gastrula as shown in text-fig. 3a. Here the mesodernl 
is represented by tV{O large bilaterally arranged cells, the mesodermal 
teloblasts. These two cens, which lie side by side, are slight1y larger 
than the endoderm cells and have distinct and large nuclei. They lie 
close to and immediately posterior to the position of the blastopore. 
From their position, structure and size I conclude that they (teloblasts) 
are derivatives of one of the posterior mac'romeres. The mother meso
derm cell presumably migrates inwards and comes to lie vvithiu the 
segmentat.ion-cavity where, in the stage available to me, that cell JIas 
already divided into two.1 

w . 

As development proceeds these two telobla.sts divide in such a manner 
that the daughter cells lie on the right and left sides of t.he median axis 
passing through the blastopore. .They thus form paired bands~ each 

1 Unfortunately all the well-fixed embryos I have sectioned represent stages later 
than the stage in which the primary O'r'mother mesoderm cell might be seen either 
migrating into the segmentation-cavity (after its abstraction from one of the macro
meres) or lying free within the cavity after migration. 
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consisting of a row of cells in single file. These are the mesoblastic bands. 
At first each band cons~ts of a few cells only, but as de\relopment- pro-

ect. 

mes.Ld. 

CL. 

A.P. 

Ai1l~~~:z.tp:A~-ect. 

[r:1n'::"it-~~-elld. 
~<:'~~.~~;~/J~~:'~t.=) seg. C.-~FlN,:V-~ 

It.me8 . .uu.~~ 
~-:I--- ri. meso W. 

c. 

lllee.bd. 

d 
e. L1. 

TEXT-FIG. 3. Developmept of the mesoderm. 
fJ. Horizontal section of an early grastrula, passing through the two primary meso

derm cells or teloblasts: X 264; b. Oblique hQrizontal section of an embryo slightly 
older than in (a), passing through the blastopore and showing the mesoblastic band 
on the right side: X 256; c. Horizontal section of a gastrula, showing the mesoblastic 
bands in the form of a single row of cells: X 256 ; d. Horizontal section of a gastrula 
older than in (c), showing the thickening of the mesoblastic bands. The primary telo
blasts are still distinct and are distinguishable by their large size: X 260 ; e. Horizontal 
section of all embryo about the trochopbore stage, showing the differentiation and detach. 
ment of the spindle-shaped mesenchyme cells from the mesoblastic bands: X 268~-

ceeds, the bands increase in length and in the number of their constituent 
cells. The growth of each band proceeds towards the anterior end of the 
embryo. In early stages the primary teloblasts, from which the bands 
are formed, remain quite distinct and are larger than the rest of the meso
dermal cells in the bands, and they remain at the posterior end of the 
embryo; but in later stages the teloblasts cannot be distinguished from 
the other cells of the mesoderm bands. The cells of the mesoblastic 
bands r.an be easily differentiated from the endoderm cells: firstly,. by 
their more or less cubical shape and smaller size as compared with the 
rounded or oblong shape and larger size of the endoderm cells, and second
ly, by their taking.a deeper stain tha~ the endoderm cells, because of the 
absence of yolk an4 ot,he~ fatty substances in the content.~ of their 
cytoplasm. 
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As development proceeds the mesodermal bands become thickelled 
by an increase in the number of their cells. The shape of the mesodermal 
cells also undergoes a change; they gradually lose their cubical form and 
become stellate in appearance. 

With furt;her development the mesodermal cells at the anterior ends 
of the bands become detached and come to lie scattered within the "Seg
mentation-cavity as spindle-shaped mesenchyme cells. 

Discussion. 

The origin of the mesoderm in Pila is teloblastic, thus resembling 
the cq.ndition Inost commonly met with in a large majority of Gastropods 
in particular, and in the Mollusca in general. In all those cases ,where 
particular attention ha.s been paid 'to the study of cell-lineage, it has been 
found that the mother mesoderm cell can be traced to one of the posterior 
macromeres, namely 3D the left posterior one in dextral and the 'right 
posterior one in sinistral forms (Crampton, 1896). 

A comparative study of the earlier accounts of the origin of mesoderm', 
in Gastropoda shows that besides the abovementioned teloblastic type, 
two other types have been described, viz., ectodermal and enterocoelic. 

In the first type, the mesoderm is said to arise directly from the ecto
derm, as in Fusus (Bobretzky, 1877), Vermetus (Salensky, 1885), and 
Paludina (Tonniges, 1896; Dautert, 1929). According to Tonniges 
(1896) and Otto and Tonniges (1905) the mesoderm in Paludina originates 
by a wandering in of the ectodermal cells into the segmentation-cavity 
from the place where the blastopore has closed. MacBride (1914) 
denies the acctrracy of Tonniges's conclusions. Dautert (1929), 
while confirnling the ectodermal origin of the mesoderm, holds that 
the mesoderm originates anteriorly from the ectodermal wall just below 
the velum and not in the region of the bla&topore. 

The second or enterocoelic type of mesoderm forma.tion has so far 
been described only in Paludina (Erlanger, 1891; Fernando, 1931) 
which was the form also studied by Tonniges. Erlanger (1891) found 
that at first a ventral pouch-like outpushing of the archenteric wall 
t.akes place close to the blastoporal end, whic.~, on further development, 
expands laterally into a bilobed outgrowth which later becomes com
pletely detached from the archenteron. This closed bi10bed outgrowth 
represents, a,ccording' to him, the primary coelomic sacs, the cells of the 
walls of ,vhich break up in later stages to wander into the segmentation
cavity as mesenchyme cells. It was this description of mesoderm 
formation in Paludina which later led to the investigations of Tonlliges 
(1896), Otto and Tonniges (1905) and Dautert (1929) who contradicted 
Erlanger's st.atement and expounded, instead, the abovementioned 
ectodermal origin of the mesoderm. Fernando (1931) recently has 
confirmed Erlanger's view. He, however, points out that different 
fixatives lead to different results: thus, Kleinenberg's fixative (which 
Dautert employed in his investigations) "produces a general looeening 
of the cells " and " in factlif all the material had been fixed in Kleinen.:. 
b~rg's alone, there is little doubt that the result of present investigation&' 
would have been to confirm Dautert's vie,v" 



232 Records of tlte Indian Museum. [VOL. XLIV, 

In the present investigation I tried different fixatives like formalin, 
Flemming's chromo-osmic, Perenyi's fluid, Gilson and Petrunkewitsch's 
mixtures and I{]einenberg's fixative, and found that the different fixa
tives do act differently on the various germ-layers. I obtained satis
factory results with Kleinenberg's picro-sulphuric fluid, a.nd found that 
no loosening of cells occurred with this fixative and that the mesoderm 
could be well differentiated from the other germ-layers. On the other 
hand, fixatives like Gilson's mixture, Flemming's fluid and others led 
to a loosening of the cells, with the result that the mesoderm was not 
well differentiated in its earlier stages of formation. This difficulty in the 
differentiation 'of the mesoderm, in fact, misled me, and I at first mistook 
the pouches formed by the infolding of the archenteric walls (deaeribed 
in section V) as the coelomic pouches described by Erlanger and by 
Fernando in Paludina. 

VIII. THE G'ENERAL OUTLINE OF DEVELOPMENT BEYOND THE TROCHO

PHORE STAGE. 

Before describing the development of the various organ-systems, it 
wil1 be useful to give a general outline of the development which can 
roughly be divided into 12 stages. 

Stdl!le 1 (Text-fig. 4a). 

r.rhe embryo at this stage is about 36 hours old and about 0·192 mm. 
in length. It is more or less pear-shaped in outline, slightly elongated 
antero-posteriorly, the anterior end being spherical while the posterior 
end is tapering and conical. It is bilaterally symmetrical both exter
nally as well as internally. Externally, the embryo is characterised by 
the presence of the velum, the foot rudiment, and the shell gland. The 
velum runs as a transverse ciliated band and delimits the pre-oral 
(cephalic or velar) area from the post-oral part of the embryo. The cells 
forming the velum are large, and in the living condition exhibit a glassy· 
transparency on account of t.he hyaline character of their cytoplasm. 

The foot rudiment is a conical outpushing of the mid-ventral area just 
behind the velum. 

On the aboral (dorsal) surface of the embryo, the ectoderm cells 
behind the velum become columnar and form a circular plate which 
appears darker in colour on account of the thickly granular oharacter of 
its cells. It is the rudiment of the shell gland, and is thickest in the 
middle. 

The archenteron occupies a considerable space within the embryo 
but no differentiation of regions has so far taken place in it. Its anterior 
spherical end is much broader than the posterior one, which is narrow 
and forms a straight tube opening to the exterior through the .anus 
formed by the blastopore (Text-fig. 6a). This narrow tube is the rudi
ment of the intestine. The cells lining the archenteron are full of yolk 
and thus impart a yellow colour to the embryo. 

The ectodermal cells on the ventral surface lying immediately behind 
the velum multiply rapi~ly to form a thick plate which sinks below the 
surface and is pushed inwards. This invagination between the velum 
and the foot is the rudiment of the stomodaeum. 
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The mesenchyme cells (Text-fig. 6a) are stellate' and lie scattered in 
the body-cavity between the ectoderm and the endoderm, which is 
more extensive in the posteriol' half of the emhryo than in the'anterior. 

l3tage 2 (Text-fig. 4b). 
The embryo at this stage is about 40 to 45 hours old, and is .0·208 mm. 

in length. There is no marked change from Stage 1 in the general 
sha.pe of the embryo, except. ~hat the foot-rudiment has become more 
prominent, although there is as yet no line of dem~rcation between the 
foot and the rest of the body either at the anterior end of the foot or 
along its lateral bo~ders. In fact the walls of the foot pass imperceptibly 
into those of the head-vesicle (the part of the embryo above as well as. 
anterior to the foot).l At the posterior end of the foot, however, there. 
appears 8 slight depression which, together with t·he shell-gland .on the 
dorsal side, marks off the posterior part of the embryo, the rudimeht of 
the visceral-sac. On the ventral surface the velum 'forms an arched 
lobe just above the stomodaeal opening, thus giving rise to two velar 
lobeR, one on either side of the stomodaeal opening. 

The stomodaeum has become deeply invaginated but has not yet 
opened into the anterior end of the archenteron or primitive stomach 
(Text-fig. 6b). 

A few large, glassy and transparent cells are visible at the extreme 
anterior end of the dorsal surface iust in front of the velar cells: these 
constitute the apical cell-plate. AU fe,v ectodermal cells at the ventral 
conical end of the foot become large in size and develop cilia; Conklin 
(1897) observed these cells in Orepidula, and finding their close resenl
blance with the cells of the apical cell-plate called them the" pedal cell
:plate "-. the name adopted by me. Similarly, another group of la.rge 
transparent ciliated cells with yellowish nuclei appears at the ·postero
ventral end around the anus. This may be calJed the anal cell-plate. 

Haddon (1882) writes" In all the Gastropods I have examined, I have found. 
a patch of cilia either around the anus or at that spot where the anus will appear". Rabl 
(1879) and Meisenheimer (1898) make no mention of these cells in Planorbi8 and Limax, 
respectively. Casteel (1904) observed two such cells in very early stages in Fiona and 
compared them with the anal cells of other Molluscs. Wierzejski (1905) observed thenl 
in PkY8a, while Delsman (1914) has described 'their origin in Littorina. 

At the anterior end of the embryo, the ectoderm cells, lying between 
the median apical cell-plate and the velar lobe on either side, become 
thickened to form two pIa te-like structures, one ou each side, from whicll, 
at a later stage, arise the rudiments of the cerebral ganglia, the tentacles 
aud the eyes. The protoplasm of these cells is thickly granulated and, 
can thus be easily distinguished from the surrounding ectoderm cellH. 
These t,\\ro ectoderm plates correspond to what has been described as the 
" Sclteitelplatte" by Meisenheimer (1898) in Li11'"ax~, Wierzejski (1905) 
in Pltysa, and others!, and as " Sinnespl.atte" by Schmidt {l89l}. 

In the posterior region of the embryo, just beneath the anterior part 
of the intestine are found two compact masses of mesenchyme cells, 

1 Both the head .. vesiole and the foot merge into eaoh other in Pila globo8a, as is tb" 
case in Littorina and PaZudina in whioh these regions together have been named as the 
" Kopffuss" (head .. foot) by Delsman (1914) and Anderson (1924), a name w.hich 
holds good for these regions in Pila gZobosa. 

B 
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one on either side: these are the right and left rudiments of the peri
cardium, in each of which a lumen appears as growth proceeds (Text-
fig. 16a). . 

Immediately beneath these pericardial rudiments, the mid-ventral 
ectodermal body-wall becomes invaginated into a small depression: 
this is the rudiment of the mantle-cavity. 

Stage 3. 
This stage is more or less of the same age and size as Stage 2, but 

the ureter rudiment has now appeared, arid a few other changes have 
also taken place. 

The shell-gland has increased in dimensions and has invaginated. 
A transverse section through the visceral-sac rudiment in the region of 
the shell-gland is a-shaped (Text-fig. 16b); the dorsal wall consists 
of tall columnar cells constituting the shell-gland, while the side-walls 
and :floor are composed of small ectodermal cells. The "Kopffuss" 
(head-foot)l region is oval or egg-shaped, its dorso-ventral axis being 
longer than its transverse axis. 

The foot in a lateral view appears triangular with its apex directed 
downwards and a little backwards. It is broad and thick at its base but 

a. 

d. 
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TEXT-FIG. 4. Figures of whole embryos, showing Stages 1-7. 
a. Right. view of an embryo in Stage 1: X 142; b. Right view of an embryo in 

Stage 2: X 148; c. Right view of aD embryo in Stage 4: X 107; d. Right view of an 
"embryo in Stage 5: X 83 ; e. Left view of an embryo in Stage 5: X 91 ; f. Right view 
of an embryo in Stage 6: x.88; g. Left view of an embryo in Stage 6: X 88; k. Right 
view of an embryo in Stage 7: X 78. 

~Bot~ th~ head-vesicle .an~ the ~oot merge into each other in Pila globoSQ, as· is the 
case In Ldtor~n,a and Palud'l,'fI,(J, In which these regions together have been named as the 
"~Gpffuss" (head-foot) by Delsman (1914) and Anderson (1924) a name whioh 
holds good for these regions in Pila globo8a. ' 
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tapers towards the apex. The pedal cell-plate now consists of two median 
longitudinal rows of cells (Text-fig. 15a) which extend along the whole 
of the anterior surface of the foot (Text-fig. 6c). 

The stomodaeum has opened into the archenteron (Text-fig. 6c). 
The right and left pericardial rudiments have grown towards each 

other but are still separated by a septum which is many cells in thiokness. 
A.$ development proceeds, they ~hift towards the right side of the intestine 
and the primitive stomach. ' 

The rudiments of the right and left kidneys have made their appear
ance, that of the right kidney being an evagination of the postero
ventral wall of the right pericardium, and that of the left being only a 
thickening of the left pericardium. 

The invagination of the mantle-cavity has deepened, and ,an evagina
tion taken place from its right. inner surface-this is the rudiment of the 
ure,ter (Text-fig. 16f). It arises in such a manner that a demarcation 
between it and the mantle-cavity cannot be made out. It grows obliquely 
backwards and upwards as a tubular structure, to end blindly against 
the posterior end of the right kidney. 

Stage 4 (Text-fig. 4c). 
The embryo' at this stage is about 52 to 56 hours old and about 

0·232 mm. in length. It has grown more in length tha.n in breadth, the 
growth being more marked in the" Kopffuss " (head-foot) region than in 
the region of the visceral-sac rudiment. 

The invagination of the shell-gland at this stage (Text-fig. 6d) is 
deeper at its anterior than at its posterior end where it is almost flush 
with the dorsal surface of the embryo. The walls on the sides of this 
invagination become raised to form a kind of rudimentary ridge round 
the shell-gland~ called the mantle ridge or mantle fold because the edge 
of the mantle is formed from it. 

The foot has become more prominent and tapers antero-posteriorly 
as in Stage 3. A transverse section. passing through the middle of the 
foot is V-shaped, the two arms of the V representing the two lateral walls 
of the foot (Text-fig. 24c). The mesenchyme cells of the foot are more 
olosely packed than they are at any other place in the embry-o. The 
embryo at this stage begins to rotate (within the egg-shell) with the help 
of the cilia on the foot. 

The mouth is still situated ventrally. It faces downwards, and 
leads into the primitive stomach which is broad anteriorly but tapers 
posteriorly to the beginning of the intestine. The cells lining the primf:. 
tive stomach become large and vacuolated and thus form the rudiment 
~f the anterior lobe of the digestive gland (Text-fig. 6d). The coelomic 
cavity between the primitive stomach (digestive-gland) and the body-wall 
(that is, in the cephalic or head-vesicle region) is 'small, but that between 
the intestine !1nd the body-wall (that is, within the region of the viscer~l-

'sac rudiment) is large and contains the rudiments of the pericardium and 
the kidneys. The intestine, as a result of the shifting of the pericardial 
rudiments towards the right and their gradual increase in size, is pushed 
towards the left side of the embryo where it opens to the exterior through 
the annus which has also now shifted towards the left side and lies pt>'Ste
riorly to the left of the invagination of the mantle-cavity. 

B2 
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The mantle-ca.vity is now much larger and appears as a tubular st~uc
ture with its externa1 opening in the mid -ventral line. The rudiment 
of the ureter ascends obliquely on the right sine of the embryo and grows 
backwards and up'vard~ to open at the posterior end of the right 
lodney. 

Oompa~i80n oj Stages 1-4 witl~ those oj Semper and other8 :-On comparing these four 
stages with those 'described by Semper (1862) in Ampullaria (Pila) polita, I find (from 
his diagrams in Pl. I), that Semper could not quite correctly orientate the various 
regions of the embry-o. His mistake was probably due to the fact that he did not con
firm his observations with the help of sections; and since emljryos are almost opaque on 
account of the presence of a large amount of yolk, one is easily liable to make a mistake in 
their orientation. Taking, for instance, his fig. 6, PI. I, comparable to my Stage 1, and 
bearing in mind the position b where according to Semper, the larval heart will develop, 
I think it would have been correct if a, 'c and d, instead of representing the foot, the'head 
and the posterior end, as Semper has shown, had denoted the posterior end, the 
dorsal side and the foot respectively, a view confirmed by the observations of Maria. 
Scott (1934) on Almpullaria canaliculata. As regards his fig. 8, PI. I, its orientation is 
correct, but Semper could not distinguish the formation of the shell-gland on the postero
dorsals1.1.rface of the embryo at this stage. He observed it for the first time, as shown in 
his fig. 10, Pl. I, e, at a much later stage, when the shell-gland area has already shifted 
'down towards the left side. Fernando (1931) and Scott (1934) observed the shell-gland 
formation in the earlier stages of A mpullaria giga8 and A. canaliculata. respectively, and 
confirm my observations. 

III Pila globosa the velum forms a continuous circular band around the cephalic 
(velar) area, and it persists as such till a very late stage. According to Scott (1934), 
the velar cells cease half way along the body and the remaining velar cells protrude in 
the dorsal region, though they form a continuous band in the earlier stages (see her 
figs. 9 and 13, PI. II). Brooks and McGlone (1908) described and sketched the velum as a, 

complete band even at a stage when the gill has started making its appearance (cl. their 
fig. 7, PI. I). 

Stage 5 (Text-figs. 4d, e). 
The embyro at this stage is about 60' hours old and about 0·304 mm. 

in, length. Its dorso-ventral axis is longer than the horizontal axis 
in the" Kopffuss " region, but it is almost circular in section immediately 
behind the posterior region of the primitive stomach, as well as in the 
region covered by the anterior end of the shell-g1and, that is, at the june .. 
tion of the " Kopffuss " and the visceral-sac rudiment. 

The shel1-gland has shifted from its original dorsal position to the 
left side of the embryo and forms a cup-shaped depression opening 
widely to the exterior. On account of the invagination growing deeper, 
the fiooJ!,' of the shell-gland comes to lie anteriorly almost against the 
postero-dorsal wall of the primitive stomach. 

,The intestine at first leads straight backwards, but towards the pos .. 
~te1ior end it curves downwards and opens on the mid-ventral line pos
terior to and on the left of the outer opening of the ,mantle-cavity. 

The ~erica~dium is now a single, fairly,large, sac-like structure situated 
on the rJght SIde of the junction of the primitive stomach and the intes
tine, the septum between the right and the left pericardial ca vity having 
disa ppeared. 

'Vith the shifting of the shel1-gland to the left side, the opening 
of the mantle-ca vity is shifted to the right of its former t mid -ventral 
position. The rudiment, of the right ureter has increased in length and 
leads backwards along the right'side, and then upwards to open into the 
posterior end of the right kidney. This tubular rudiment which cannot 
ye~ be differentiated easily from the mantle-cavity, on account of the 
uniform character of the lumen in both, develops subs~quently into the 
so-caUdd fnterior ~dney (=ureter) of the adult. 
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The rudiment of the right kidney has already become a distinct 
Rtructure and encloses a cavity which communicates widely with the 

TEXT-no. 5. Figures- of whole embryos showing Stages 8.12. 
a. Right view of an embrYo in Stage 8: x 64; b. Right view of an embryo in Stage 

10: X 59 ; c. Left view of an embryo in Stage 10: X 66; d. Right view of an embryo 
,in Stage 11: X 52; e. Left view of an' embryo in Stage 11: X 50; /. Left view of an 
embryo in Stage 12: X 34. . 

pericardial cavity from which it has evaginated. The kidney can be 
easily distinguished by its colour which is darker than that of the peri
cardium, and by the uniform thickness of its walls. 

Judging from Semper's figs. 9 and 10, Pl. I, my Stage 5 is approximately tWoS.ame 
as his' third) stage; While his orientation of fig. 10 is correct, fig. 9 is again wrongly 
orientated. In order that tbe figure be correctly orientated, letters, a, c and d should 
represent the posterior end, the dorsal side and the foot respectively of the embryo~ 
Only in this way will it show proper resemblance to fig. 10; a would then repr~sent 
the buccal ca.vity, instead of an aperture related to. respiratory orga.nsl • Se;mper is 
wrong about the opening of the respiratory organs, as, in fact, the respiratory organs in 
Pila appear much later and there can be no aperture at this stage (c/. Brooks and Mc
Glone, 1908, Fernando, 1931, and Scott, 1934). 

Up to this stage Semper does not wake any mention of the formation of either the 
pericardium or th~ mantle-cavity or the kidneys which, as is quite evident from my pre
ceding account, are already in an advanced stage of development. 

1 It was at this stage that Semp~ first, noticed the appearance of tbe shel1-gland'J,\ft1itih. 
had already: shifted to the left side of the embryo. -
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Stage 6 (Text-figs. 4f, g). 

The embryo at this stage is about 62 to 68 hours old and 0·392 mm. 
in length. Considerable increase has taken place in the size of the 
embryo, specially in the region of the visceral-sac rudiment. The yellow 
colour of the embryo present in the preceding stages is DOW restricted to 
the alimentary canal, with the result that the embryo becomes slightly 
transparent. Growth has taken place chiefly in the dorso-ventral direc
tion, as can very well be ~een by examining the embryo from the side. 
Dorso-ventrally the embryo is still broader in the anterior or " Kopffuss " 
region than in the posterior or visceral-sac rudiment region. 
. A trahsverse section passing through the" Kopffuss" shows that 
the convexity of the side walls has decreased and the part lying dorsal 
to the velum appea.rs horse-shoe shaped, while the part below the velum 
gradually tapers downwards and inwards to meet at a conical point thus 
forming the V-shaped foot. A section passing immediately behind this 
region shows an oval outline, the rounded appearance of the preceding 
stage being [ost. .A transverse section passing through the middle of the 
visceral-sac rudimen.t shows a convexity of the body-wall on the right 
side, while there is a concavit.y on the left side due to the shell-gland 
invagination. 

So far, the longitudinal axis of the" Kopffuss " and the visceral-sac 
rudiment is in 'a straight line. . 

The shell-gland develops a cuticle, the rudime~t of the shell, sur
rounded by a raised ridge of the mantle-fold (Text-fig. 4/) occupying the 
greater part of the left surface of the visceral-sac rudiment. _4.. deep 
groove, deeper anteriorly than posteriorly, runs all, round the shell-gland 
just beneath the ma.ntle-fold : this is the mantle groove. Though the 
extreme anterior end of the shell-gland is still deeply invaginated and lies 
a.gainst the postero-dorsal wall of the primitive stomach (Text-fig. 7b), 
evagination has already set in a little behind it, and towards the posterior 
part of the shell-gland this eversion or evagination is complete, and a 
fiat surface of uniform . thickness is obtained extending right up to the 
posterior end of the embryo. 

The foot is no,v, for the first time, marked off anteriorly from the head
vesicle of the embryo. In a transverse section, the side-walls of t.he foot 
lying just beneath the velum are seen to be pressed inwards to become 
almost parallel to each other, after which they bend at an approximate 
angle of 45° and pass downwards and inwB.rds to meet in the mid-ventral 
line: . ~he ~nterior surfa ce of the conical foot begins to flat~en and marks 
the begmrung of the formation of the flat.creeping sole of the foot, the 
pedf:\l cell-plate now forming a ridge 011 the mid-ventral surfa.ce of the 
foot. The sole is restricted to th.e anterior surface of the foot, the part 
lying behind appearing almost similar to that in the preceding stage. 

In the stomodaeum, just behind the mouth, the floor of the fore-gut 
sends out a ventral outpushing, the rudiment of the radular sac (Text
fig. 7b), ,vhich mark~ the posterior boundary of the buccal cavity. The 
part of the gut between this ventral outpushing and t~ primitive stomach 
.~ th~ oesophagus. 

'lllie primiti:re. stomach (Text-fig. 7b) has grown considerably in size 
and has a spaCIOUS lumen, so that the cavity lying between the primitive 
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stomach and the body-wall is very much reduced. This stomach is 
broad anteriorly but narrows gradually towards its posterior end, where 
it projects into the antero-ventral part of the visceral-sac rudiment, 
and bends slightly ventrally to open into the intestine. The cells of the 
wall of the primitive stomach (the rudiment of the digestive-gland) 
have grown much longer in size and have also become more vacuolated. 

The darkly staining postero-velltral part of the primit.ive stomach 
which now lies within the visceral-sac rudiment and appears cone-like 
in a lateral view, becomes differentiated from the rest of the primitive 
stomach; this is the first appearance of the true or adult stomach which 
lies towards the right ventro-Iateral side. In transverse (Text-fig. 15b) 
and sagitt al sections' (Text-fig. 7b), its wall is seen to be composed of 
regularly arranged, thickly granular, columnar cells. 

The intestine leads backwards and, after making a sharp bend down .. 
wards of about 90°, opens to the exterior on the mid-ventral line (Text
fig. 7b), a little behind and to the left of the external opening of the 
mantle-cavity (Text-figs. 41, g). The anus is situated' at the anterior 
end of a group of .large ciliated cells (anal eell-plate) which extends right 
up to the posterior end of the embryo. 

The thin-walled, sac-like pericardium, which is elonga.ted dorso
ventrally, is si~uated midway on the right side of the embryo, lying ,ntero 
dorsaHy to the junction of the intestine and the primitive stomach (Text
fig. 4j). Anteriorly' it occupies nearly the whole of the space between 
the primitive-stomach and the body-wall. The heart, which is quite 
prominent at this sta.ge, is situated in the pericardium near its postero
dorsal wall. 

. The mantle-caVity is marked off internally from the ureter by the 
appearance of a constriction in its inner wall. 

The right kidney still occupies a postero-ventral position and, there
fore; the reno-pericardial aperture (i.e., the aperture through which the 
-kidney and the pericardium communicate with each other) is also ventral 
in position . 

. A.t this stage a part of the integument lying between the foot and 
the anus just below the intestine, with its underlying mesenchyme cells, 
begins to pulsate. This is the embryonic or larval heart.1 But whether 
it is at this stage that the larval heart pulqates for the first time or w~ether 
it was pulsating earlier I cannot definitely say, as the eD.rlier stages are 
op~que and make observation difficult. 

Stage 7 (Text-fig. 4h). 

The embryo at this stage is about 72 to 78 honrs old and about 0·616 
DlIn. in length. It is of a dull white colour and more or less transparent, 
so that the outlines of the various organs can be clearly seen. The 
rudiment of the visceral-sac has grown more in length and height than 
any other part of the embryo. The rotation of the organs towards 
the right side seen in the earlier stages as having brought about the 

1 Semper (1862) and Scott (1934) observed it in a stage almost the same as t~a~ of 
mine (Text-figs. 4/, g), as is shown in figs. 12 and 13, Pl. II of the former author, ·and 
fig. 17, PI. III of the latter. 



Reco1'ds of the Indian M useU1n. r VOL. XLIV, 

asymmetry of the embryo, becomes well-marked now. The rotation 
being from left to right, PiZa exhibits dextral torsion. 

iDt. etomocl. 

y. 

TEXT-FlO. 6. Sections of embryos in Stages 1-4, showing early stages in the develop
ment of the archenteric folds, the perica.rdial rudiment, the stomodaeum and the shell-
gland. 

a. Sagittal section of an embryo in Stage 1, passing through the an us ar .. d showing 
the arche~tf:'ric fe.Ids: X 332; b. Sagittal section of an en:.blYo ill Stage 2, passing 
through the rudiment of the mar.ltle-cavity and the inner end of the right pericardia I 
rudiment.: X 246; c. Sagittal section of ali em bryc in Stage 3, showing the opening 
of the stomodaeum iuto the prirrlitive stomach: X 246 ; d. Sagittal sectiou of al~ eIrlbryo 
in Sta.ge 4, passing through the inva.ginated shell-glal1d: X 204. 

The shell-gland at its anterior end is now almost completely flattened 
out and the shell cuticle fOl'ms a thin membrane over it. On account 
of the transparency of the embryo, the pulsations of the definitive heart 
are seen for the first time. These pulsations, unlike the irregular beats 
of the larval heart, are rbythmica1. The foot begins to sho\\" movements, 
which are well marked towards its posterior end. When a contraction 
occurs, the posterior pa,rt of the foot is 'pulled upwards and a.lmost 
touches the antero-ventral surface of the visceral-sac rudiment. 

The ra-dular sac has' become well-marked. The anus no longer lies 
I on the mid-ventral line but has shifted to the right, although it still 

lDfLintains its original relation to the opening of the mantle-cavity, 
and lies behind and to the left of the external opening of the mantle .. 
cavity. 

The' peric~.rdium now comes to lie dorsally to the intestine, and 
the pu1sating heart 1ies within it. If the embryo is taken out of the 
egg-shell, separated from· the surrounding albumen and placed in normal 
8aline sohition, the pulsations can be seen for a few minutes, after which 
the rate of pulsation gradually decreases till it finally ceases. 

The opening of the mantle-cavity has, as a result of further torsion, 
_"ee~ displaced upwards and comes to lie near the middle of the right 

. aide. 
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The right kidney, though retaining its connE}ction with the peri
oardium through the postero-ventra] .reno-pericardial aperture, begins 
to shift towards the dorsal side (Text-fig. Sa)'. 

Stage 8 (Text-fig. 5a). 

The embryo at this stage is a.bout 3! days old and 0·736 mm. in length. 
The dextral torsion has becoDle still more prominel~t, the left postero
ventral part of the visceral-sac rudinlent having rotated towards the 
right and showing a tendency to grow upwards and forwards. I The 
-Yisceral-sac rudiment, as a whole, ha.s grown as la.rge as the" Kopffuss " 
~~d appears now as a saucer-shaped structure w~th a shallow depression 
on its right side. Its longitudinal axis, as ,a result of toI'sion, lies at an 
angle of about 450 to that of the " Kopffuss " On its dorsal side, just 
behind the velar cells, appears a depression' which marks the anterior 
boundary of the visceral-sac. In a lateral view the embryo looks like 
two incomplete spheres joined end to end. The visceral-sac rudilnent 
gradually diminishes in thickness antero-posteriorly. On examining. a 
series of transverse sections of the visceral-sac rudiment from the anterior 
to the posterior end, it is ·observed that in the region of the stomach 
the body-wall of the right side bulges outwards, ,vhile it curves in dor
sally in front of the pericardium. The left body-wall, however, is a.lnlost 
flat, consisting of the shell-gland bounded by the mantl~ folds. A trans
verse section passing through the pericardium shows that the fl.attened 
part of the shell-gland has started bulging out, and that the'part of the 
embryo lying 'dorsally to the pericardium is' laterally compressed and is 
narrower than the ventral part. It is the rudiment of the mantle. 
The bulging on the left side, where the cells of the shell-gland have 
'flattened, lies against the posterior region of the stonlach and is the 
rudiment of the visceral hump. The peripheral part of the everted shell
gland represents the ~hel1-gland of the adult. The shell-gland is still 
oircular in outline and 'covers the ent.ire left side of the visceral-sac. 

In sections, as well as in whole mounts (Text-fig. 5a), the foot is seen 
to 'have developed ventrally a flat, ereeping sole, broader anteriorly tha.n 
posteriorly. Anteriorly, the lateral walls of the foot run parallel to each 
other and at right angles to the flat sole, and the foot is marked off fronl 
the head-vesicle as its anterior wall forms a curve backwards and down
wards to continue into its ventral wall. At about its middle. the side 

, , 

walls of the foot still imperceptibly nlerge into those of the head-vesicle. 
The height of the foot is greatest about the middle of its length but dimi
nishes anteriorly. Viewed fronl the ventral side, the anterior border of 
the foot appears rounded while the lateral walls look curved slightly 
inwards. The po~tero-dorsal wall of the foot forms an acute angle with 
the longitudinal axis of the embryo. 

The radular sac evagination of the floor of the fore-gut has sunk deep, 
and is directed downwards and backwards. The stomach no longer lies 
ill. the mid -ventral line but has shifted towards the left side, and it is here 
that the rudiment of the visceral 'hump lies against it. The part of the 
primitive stomach from which the adult stomach differentiates movel ~9 
the right-dorsal side, but the two remain communicating widely ~th 
each other. The bulging on the, r!ght side lies opposite to it. ,~h6 •. 
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intestine has elongated considerably and runs backwards and down
wards and then bends forwards to open on the right side almost in the 
saDle vertical plane as that of the external opening of the mantle-cavity, 
but slightly ventral to it. The anus which lies at the anterior end Of the 
anal cell-plate is placed to the right of the dorso-ventral axis of 'the 
visceral-sac rudiment. (Text-fig. 23a)i 

The mesenchymatous tissue within the body is very much concen
trated in the foot. 

I 

The pericardiunl now lies completely on the dorsal side of the gastro-
intestinal junction. 

The tubular mantle-cavity is constricted off from the ureter, which 
runs postero-dorsally along the body-wall of the right side of the embryo, 
and then bends forwards to open into the kidney. 

The kidney lies against the posterior wall of the pericardium and is 
now directed dorsally. 

A depression appears on either side of the body-wall, posteriorly to 
the velum at about the middle length of the "Kopffuss", where the 
foot merges into th~ head-vesicle. This is the rudiment of the statocyst. 

A part of the right wall of the visceral-sac rudiment situated dorsally 
to the level of the pericardium becomes thickened to form a common 
ridge-like area from which the rudiments of the gill, the osphradium, 
and the lung are forIned (Text-figs. 5a and 23a). 

Stage 9 (Text-fig 8b). 

The embryo at this stage is about 4 days old and 0·756 mUle in length. 
The shell-gland, along with the shell cuticle, has increased in size,. and 
has grown further towards the ventral side as a result of further torsion 
of the vis.ceral-sac rudiment. The bulge of the rudilnentary visceral 
'hump has increased in size and now extends right up to the posterior end, 
the direction of the bulge being downwards and outwards. Similarly, 
the bulge on the right side has also become well developed and has grown 
upwards in the posterior region behind the external opening of the 
mantle-cavity. The concavity of the visceral-sac on its right side has 
deepened posteriorly and appears bowl-shaped. The rudiments of the 
gill; the osphradium, and the lung are already formed from the thick
eneQ ridge-like area which bounds the concavity on the right side. Of 
these, the first two deve.Jop as outpushings, while the last forms as an 
inpushing between them. 

On the postero-dorsal surface of the foot, a thin cuticular membrane 
has already been secreted by the ectodermal cells of that region; this 
forms the rudiment of the operculum. 

The postero-,dorsal part of the primitive stomach lying opposite the 
adult stomach-rudiment grows dorso-Iaterally on the right side, and forms 
the abovementioned bulge on that side. This outgrowth, which com
municates widely both with the anterior rudiment of the digestive-gland 
and the true stomach, is the second and posterior rudiment of the diges
tive:gland, which lies completely within the visceral-sac rudiment. 
8nbs.equently, it develops into the digestive-gland of the adult, the 
anterior rudiment having been absorbed at a later stage. 
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A part of the pericardium has already,shifted downwards to the left 
side of the intestine. As the pericardium is thus displaced, the reno-
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TEXT-FlO. 7. Early development of the kidney, pericaradium, ureter aud radula snc. 
a. Reconstruction of a few sagittal se<-fiOh& of the right bide of an embryo in Stage 

6, showing the opening of the right kidney into the .pericardium and the ureter: X 195; 
b. Reconstruction of a few sections of the same embryo as in (a), ~ho\Ving the evagina
tion of t.he radular. sac: X 195. 

pericardial aperture, which ~as ventral in position, now comes to lie in 
a. postero-dorsal position. The kidn~y has grown in size and is now 
a sac-like structure situated posterior to, and a little to the right or 
the pericardium. 
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The Inantle-cavity is now large and spacious. 
The statocysts are no,v in the forIn of deep invagination~ but still 

open t.o the exterior. 

Stage 10 (Text-figs. 5b anfl 9). 

Tl1e ell1hryo at this stage is about 4~· to 5 days old and 0·776 mm. 
in length. The torsion is complete. The postero-ventral part of the 
visceral-sac has n10ved on to the right side, and has come to lie upwards 
and forwards, its fOI'mer longitudinal axis now lying nearly at right 
angles to that of the "Kopffuss" (qt. Text-figs. 19a, b;. 21d; and 
240). The visceral hump is now directed downwards, outwards and 
backwards. The concavity on its right side, seen facing outwards in 
the preceding stage, now lies on the dorsal side and faces antero-dorsally. 
The lower (ventral) part of the mant1e fold, lying on the left side in the 
ea.rlier stages, has noW' come to lie on the right, and is nearly at right 
angles to its former position (Text-figs. 21d and 240). 

The foot has developed further; in its anterior part the side walls 
have curved in towards each other to join below at the base of the head
vesicle (Text-fig. 24}), which at its extreme antero-dorsal end is now 
developing int 0 the characteristic head of the adult. The ventral surface 
of the foot is (Illite flat and the two longitudina1 rC?ws of cells of the pedal 
cell-plate are still present along the entire length of the foot. 

On each. of the dorso-Iateral walls of the oesophagus, opposite the 
opening of the radular sac, arises an outpushing; these two outpushings 
are the rudiments of the salivary glands, and arise simultaneously with 
the oesophageal pouches, which are similar outpushings situated a little 
anteriorly. In the mid-gut, the second rudiment of the dige~tive-gland 
enlarges within the visceral-sac, so that the t,vo appear as diagonally 
opposed blligings. The intestine elongates as a result of torsion.· Aris
ing from the left postero-dorsal side of the stomach, it r,uns downwards 
and backwards and makes a curve to come forwal'd and open anteriorly, 
for the first time, at the extreme right end into the mantle-cavity, at 
one end of the anal cell-plate. 

The deep and spacious mantle-cavity now occupies it& final dorsal 
position (Text-fig. 21d). Posteriorly, by the upward and forward rotation 
of the postero-ventral part of the embryo, the right and left mantle 
lobes approach each other, at a later stage, to meet in the centre and 
form the roof of the cavity. 

The ureter (or anterior kidney) has elongated a great 'deal, but still 
retains its silIlple tubular character. A part of it now conies to lie ante
riorly to the kidney, which in turn lies posteriorly to and to the right of 
the pericardium, and forms' a wide chamber. The reno-pericardial 
aperture opens on the postero-dorsal wall of the .pericardium which has 
also grown considerably in size. 

The statocysts no longer open to the ·exterior but forn1 closed vesicles 
beneath the ,side walls of the foot, having shifted downwards and in,.. 
wards, awa.y fronl their places of origin. They appear circular or oval 
in a lateral view of the embryo. 
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The rudiments of the gill, the osphradlum and the lung are now well 
differentiated. I have been able to count rudiments of five to six gill-

TEX'l'-FIG 8. Elnhryos in Stages 7 and 9. 
a. Sagitta.l sectiofl padsing through the right side of all embryo in f)tagc 7: >:134; 

b. Sagittal seotion of an mn bryn in Stage 9: xl] 4. 

filaments projecting into the· mantle-ca vity from the inner wall of the 
Inantle on the left side (Text-fig. 19b). 

Fernando (1931) failed to observe the formation of the .gill at this stage in Am,pul
laria (Pita) giga8. Brooks and McG;lone (1908) descri1?ed the gill in A. depre8sa at a, 
stage which can be rea.dily compared with my Stage 9 (see their fig. 7, Pl. I). If we 
oxamine fig. 21, Pl. III of Semper (1862) in ca,se of A'. polittr, it will be noticed that his 
stage is just a. little more advanced than my . Stage 10. He has shown the gill in an 
advanced state of development, in which the gill-filaments have already developed 
ca,vities within them (see his 'fig. 18). Scott ~1934) mentions the formation of . the ..gill~ 
at 8, stage (see her fig. 23, PI. V) correspondmg to that of Semper (fig. 21, Pl. III) btl 
whioh the shell is still definitively left in {)Osition and the lamellae of the gill are doD. 
loping towards the posterior part of the visceral-sac, taking the form of. folds on the.~.U, 
of the mantle. On making these comparisons I believe tha.t FeI'nando. must ha v~ 'Nilad~ 
to observe the formation of the gill in the earliest stages of its develdpment. 
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The" head plates" (=the " Scheitelplatte "of some of the Ger~an 
authors, and the " Sinnesplatte " of Schmidt), which lie within the velar 
area and form the side walls of the anterior end of the head-vesicle (p. ), 
get flattened and lie parallel to each other (Text-figs. 24j and 28b). .A. 
depression appears in the middle of each plate, while its antero-dorsaI 
region is pUf;>hed out us a small protuberance. These depressions are the 
rudiments of the eyes, while the protuberances are the rudiments of the 
tentacles (Text-fig. 28b), the two rudiulents appearing simultaneously in 
Pila globosa. 

Semper (1862) did not observe the formation of either the tentacle, or the eye, at 
this stage in A. polita. He mentions their appearance at a·much later stage (see his 
figs. 24 and 25, Pl. IV) when the embryo is about to hatch. He mentions that the rudi. 
ments of the eye and tentacle are absent at Stage 10. Moreover, he describes the ap
pearance of the eyes to be earlier than that of the tentacles. Brooks and McGlone 
(1908) do not make any mention of the appearance of the eye or the tentacle rudiments 
at the stage at which .the gill appears. Fernando (1931) has also made no mention of 
their formation. Scott (1934) describes the formation of thE' tentacles at approximately 
the same stage as mine.. She makes no mention, however, of the eyes at this stage, but 
describes them at a later stage (cf. her fig. 24, PI. V). 

Stage 11 (Text-figs. 5d, e, and 10). 

The embryo at this stage is about 5l to 6! days old and 0·960 mm. in 
length, and looks perfectly snail-like in appearance. The visceral-sac 
has become dome-shaped as a result of rapid growth, and now 1ies much 
forwards, the apex of the dome being directed backwards and .. down
wards. The entire surface of the visceral-sac is covered over by the thin 
transparent shell which forms a cap over the dome. The thick mantle 
fold is strongly developed and is directed backwar~s, with the mantle 
groove running beneath ~t (Text-fig. 10). A transverse section of the 
visceral-sac passing through the anus and the osphradium shows that 
the dorso-ventral axis of the embryo, in this region, is shorter' than its 
horizontal axis; in other words, the breadth of the embryo, in this 
region, is greater than its height. This relation is reversed as we go 
towards the posterior end, i .. e., in the region of the kidney. . 

The postero-dorsal surface of the foot has become thickened and 
rai~d to form beneath the operculum a platform, the opercuIigenous 
lobe. 

The radula begins to be differentiated within the radular sac, which 
has gro,vn large in size and is .directed downwards and backwards. A 
constriction appears at about the junction of the head-vesicle with the 
'visceral-sac, due to the deepening of the mantle-cavity on the right side 
(Text-fig. 25e). The anterior part of the digestive-gland lying within 
the head-vesicle is still large, but hereafter it shows indications of diminu
tion in size. The oesophagus has grown in length and opens into the 
primitive stoma.ch.. The posterior part of the digestiv~-gland has grown 
in dimensions and occupies the greater part of ventral half of the visceral
sac. By a rapid growth and expansion of this posterior part, the rest of 
the organs are displaced towards the latero-dorsal/side. The intestine, 
arising from the left postero-dorsal side of the stomach, extends back .. 
waids and, bending round the posterior end of the digestive-gland, turns 
fOrwards to run obliquely upwards and opens anteriorly through the 
anus.. The anus is now situated at the extreme right end of the mantle 
cavity, lying postero-ventrally to the anal cell-plate which is still present. 
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~~e pericardium, with the heart, occupies a very large space on the 
left sIde of the embryo, and is covered by the epithelium of the visceral .. 
sac which, in turn, is protected by the shell. 

d.l\. 

TEXT-FIG 9. Diagram showing two '~ections of an embryo in Stage 10. The left 
half is a median longitudinal sectioIt, whi1e t.he right half passes on the left of the median 
line: X 114. 

The kidney has also grown into a spacious chamber; it is no longer a 
simple sac but has finger-like folds projecting into its cavity from its 
wans. It is situated posteriorly to and on the right side of the peri
cardium and can be readily recognised from the latter by its darker colour. 
The ureter (=anterior kidney) lies to the right of and dorsally to the 
kidney, while a part of it lies above the mantle-cavity on its extreme right. 
The dorsal wall of the ure~er is already produced into folds. The kidney 
proper lies posteriorly to the ureter on its left side. 

The spacious mantle-cavity has already passed over to the left side 
of the embryo, and is bouncled ventrally by the body-wall covering the 
stomach, digestive-gla~d, and the pericardium, while laterally as well as 
dorsally it is bounded by the thick mantle itself (Text-fig. 23,c). The gill 
lies obliquely inside the ;mantle-cavity and extends from its left posterior 
end to its right anterior end. The osphradium is seen suspended from 
the wall of the mantle towards the left anterior end of the mantle-cavity. 

The eyes now form closed vesicles, but no further differentiation of 
their parts has yet taken place. They lie on the outer side of the bases 
of the tentacles which form peg-like conical projections, broad at the 
base and tapering towards their distal end. They are directed outwards, 
forwards and upwards. The region of the head-vesicle lying bet\veen and 
anterior to the eyes and tentacles is distinctly marked off from the region 
lying posteriorly to it. It has become broader but shorter in height, a 
differentiation leading to,vB.rds the formation of the head proper. 

,Stage 12 (Text-figs. 5f and 11). 

The embryo in this stage is about 7! to 81 days old and 1·36 mlll.ih 
length. The visceral-sac, covered all over by the shell, gradually travels 
forwards towards the anterior end, and encloses the head~vesiole· of. the-
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enlbrvo. The lllantle surrounds the· head-vesicle like a cloak, and the 
shell follows the progress ·of the mantle and thus reaches its adult 'shape 
and position. On account of the deposition of lillle salts, the shell loses 
its transparency ann becomes gradually opaque. The visceral hump haa 
gone through one complete spiral on the right side (dextral). A pair of 
cartilages have already formed a,nteriorly to the radular' sac . 

., 

TEXT-FIG. 10. Sagitta.l section of an elnhryo in Stage II, pa:.;~ing' through tile 
opening of the ureter into the mant.le ca.vity: X 124. 

The anterior lobe of the digestive-gla.nd lying within the head-vesicle 
is now very much reduced and appears as a tubular structure at the 
anterior end of which opens the oesophagus (Text-fig. ]]). As develop
ment proceeds, this lobe of the digestive-gland is reduced' still further, 

~'till it completely recedes fron} the head-vesicle. The posterior lobe of 
::ihe digestive-gland, on the other hand, grows in size~ becomes spherical. 
and fills a very large part of the visceral-sac. 

The oesophagus is very much elongated a:nd, on account. of the 
cOlllplete reces~ion of the anterior lobe of the digestive-gland, traverses 
the whole length of the head-vesicle to enter the left side of the st.omach 
within the vi~,ceral-sac (Text-fig. 26g). This can be e~sily understood 
by a comparison of Text-figs. 11 and 26a, b, g. In Text-fig. 11 the 
anterior rudiment of the digestive-gland is present in the form of a tubula.r 
structure, but in Text-fig. 26g it l1as completely disappea:red to give place 
to the oesophagus. 

The operculum is no\v well forined and the columellar Inuscle is 
strongly' developed (Text-fig. 11). T~e foot has now assnnled its final 
shape. 

The eyes at. this stage are ,veIl fOl'lned, each having developed a. lens 
and a retina (Text-fig. 28e). They a.rc raised on small elevations, the 
rudiments. of the omlx'Iatophores. The. tentacles have grown in length 
and, instead of being conical or peg-like, are now elongated and taper 
towards their apices and show their cha.racteristic movenlents. The 
li:aad region has become further differentiated with the formation of the 
fndiment of the labial palps arising at the extreme anterior end of the 

. bead. 
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No new structures appear after this stage and the embryo now 
resembles the adult in all respects except in size. The apical cell-plate, 
the pedal cell-plate and the anal cell-plate nave all disappeared, and ~o 
aJso has the velum. 

The shell has now all the characteristics of the adult shell and is of 
a dull yeJlowish colour. The outer wall of the nlantle, lying a short 
distance behjnd t.he edge of the nUlntle has also become pigmented. 

The embryo is now capable of being fulIy retracted within the shell. 
The operculum can conlpletely close the mouth of the shell holding ~he 
re~racted anhnal. 'Vith further development, the' shell, along wIth 
the visceral mass, develops a second whorl. The enlbryo, which is DOW a 
minia/ture of the adult., gro,,'s in size until it hatches out of the egg-shell 
to lead a free existence. 

IX.-THE DEVELOPMENT' OF THE ORGAN-SYSTEMS • 

. A.. Th.e A li'ntenta')·y Oanal. 

It has already been described in Section VII tha.t the alinlentary 
canal is laid down in the ga'strula as the archenteron, that the original 
blastopore fornls the anus, a.nd that the stomodaeum is a1new ectodermal 
in vagination. 

The further development of the alimentary canal may now be des
cribed. The canal consists of two parts, an ect.odermal ahd an endoder
mal, which are described belo"\v:-

1. The ectodermal fore-gut or stomodaeum, consisting of the ~adular 
s~c, the salivary glands, and the oesophageal pouches, are all 
dIfferentiated from the stomodaeuin. 

2. The endodermal part or mesenteron, which is itself further divi
sible into two parts: (i) the ~tomach with its associated digestive
gland and (ii) the intestine. 

TEXT-FI~ 11~ ~ec9:Pstruction of ~ few sagittal sectiopa of ttll embryo' in stage 
11; X 80, 
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The Stomodaeum. 

The rudiment of the stomOdaleuln is first recognised in an embryo 
slightly younger than Stage 1 (Text-fig. 4a). A few ectoderlual cells 
of the body-waH, lying immediately behind and ventrally to the velum, 
become tall and columnar, and form a thick plate of cylindrical cells. 
They can also be distinguished'from the adjacent epithelial cells by their 
larger size, and by their capacity to take up a deep stain. The cells of 
this plate divide rapidly and multiply and are pushed inwards to form 
the'stomodaeal invagination (Text-fig. 4a). With further growth, this 
invagination deepens (Text-figs.. 4b and 6b) and grows inwards and poste
riorly to fuse with the an~erior wall of the archenteron, and opens into 
the latter (cf. Stage 3, Text-fig. 6c). Thus, the digestive tract at this 
stage of development communicates with the outside at both ends, the 
anterior end forming the mouth and the posterior forming t~e anus 
(Text-fig. 4c), the whole of the rudimentary alimentary canal lying in 
the median plane of the enlbryo. The mouth is oval in form and faces 
downwards; it leads into the stomodaeal invagination which bends 
slightly dorsalwards to open into the archenteron. The limits of the 
stomodaeum and the a.rchenteron can be easily distinguished by their 
staining reactions, the yolky endoderm cells do not take as deep a stain 
as do the stomodaeal cells. Further, the stomodaeal cells are ciliated, the 
cilia helpiI;lg to carry the albumen surrounding the embryo through the 
stomodaeum into the archenteric cavity . . ' 

In the earlier stages, the stomodaeum opens into the ventral side 
(Text-fig. 6c) of the archenteron, but gradually this opening of t.he fore
gut first comes to lie at about the middle of the anterior surface of the 
primitive stomach (Text-fig. 4d), and finally at its antero-dorsal end 
(Text-figs. 5a, b, d). 

rhe stomodaeum, in its earliest stages, is a simple tubular structure 
COJl~isting of cells of equal size ,and similar shape (Text-fig. 6b, c). But 
in: about Stage 6 the cells of its floor, lying a little behind the triangular 
mouth (now facing forward), form a thick plate of tall cylindrical cells 
(Text-fig. 12a), and the lumen of the stomodaeum, in the region 
of this plate as well as anterior to it, grows wider than it is behind. I 
call this thickened ectodermal plate the rudiment of the radular sac 
(Text-fig. 12a), since it iminediately precedes the radular sac depression, 
which forms at this place in the next stage (Text-figs. 4/, g, and 7b). 
Just at this time a few scattered mesenchyme cells aggregate together 
to form a kind of " string of beads" all along the ventral surface of the 
stomodaeal wall, extending from the mouth to a little behind the radular 
sac thickening (Text-fig. 7b). These cells form the early representatives 
of the radular cartilages and their muscles. 

The radular sac dep:ression deepens and forms an evagination of the 
floor~ ~ecte~ ~ownward and slightly backward (Text-fig. 7b). This 
evaglna~Ion dIvl~es the. stomodaeum at this stage into two parts-the 
pa~t lYIng anter~or to It represents the buccal or pharyngeal region, 
while the posterIor part forms the oesophagus. In its earlier stages, 
th:~ lumen of this evagination (radular-sac rudiment), as seen in a lateral 
view, appe~rs wider anteriorly, i.e., at the place of its opening into the 
b~ccp,l cP,Vlty, but nal'fOWer postero-ventrally, i,e., towards its blind end 
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(Text-figs. 4b, It; and 7b). As develo]!1llent proceeds, the sac grows 
deeper and its lumen widens, its opelli'q into the buccal cavity heing 
directed antero-dorsally (Text-fig. 12b). The posterior wall of the 
radular sac is continuous with the ventral wall of the oesophagus ,vhich 
bends sharply upwards and then obliquely backwards to open into 
the primitive stomach. 

Along with the increase in length of the whole of the fore-gut, the 
radular sac also grows in size. In the roof of the fore-gut the outer 
parts of the cens become hyaline, while their inner ciliated halves retain 
their original character (Text-fig. 8b). The cells forIlling the floor show 
no such change. The radular sac increases in length and curves back .. 
,vards in such a ,vay t~lat the posterior wall of the sac now' becomes 
the roof while the anterior 'wall beconies the floor of the sac. There is 
also a dorso-ventral Hattening beginning from the. opening of the radular 
sac into the buccal cavity, which consequently becom~s narrow (Text
figs. 5a and 8b). The Hoor of the buccal cavity, lying immediately in , . 

front of the opening of the radular sac, becomes slightly raised up,vards, 
. al1d the mesenchyme cells (Text-figs. 5a and 8b) beneath this raised 
epithelium increase in number and form a compact mass. This mass 
of cells, together with the raised buccal Hoor, form the beginning of 

tl 

TEXT-FIG. 12. Stages in 1.he deve]opnlent of the radulnl" Rac nnd the saliva.ry gl9,ndB. 
a. Sagittal section j through the radular !ac l'udiIncnt of an embryo ·ili Sta.gf. 

6: X 390; b. Sagitta] section passing through t.he radular sac of aft enlbryo in Stage 
7: X 390; (c). Sagittal section of an embryo in Stage 11, passing through the radulat sac 
and the fore-gut; d. Tramverse section ()f the buccal cavity of an embryo in Stage l~, 
pa8SQlg through t,h~ opening of tht' sa.livary glp,nds; X 228, 

02 
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the odontophoral mass or tongue-mass. This compact mass of nlesen
chyme cells gives rise to the so-called " cartilages" and their associated 
muscles. 

The dorso-ventral flattening of the radular sac continues except at 
its extreme posterior end, which becomes knob-like, giving the whole 
'structure a club-shaped appearance, the posterior end forming the knob, 
and the anterior part forming the body of the club (Text-fig. 9). Due 
to this flattening, the lumen of the sac in tra.nsverse sections loses its 
circular character and appears half-moon shaped (Text-fig. 24j). In 
the knob-like posterior end, however, the lumen remains wide. 

The odontophoral mass develops further, and a transverse section 
passing through this region shows that, on account of the growth of 
t.he odontophore into the floor of the buccal cavity, the latter now con
sists of two narrow laterally-compressed side-alleys with the odonto
ph oral mas~ situated in the nliddle (Text-fig. 24j). Thus, while the 
buccal cavity in front of the odontophoral region has a wide lumen, 
it forms two ~arrow chinks in the region of the odontophore, and then 
wi.dens out into a triangu.lar cavity just above the opening of the radula,r 
sac in front of the oesophagus (Text-fig. 25f). 

Vacuoles make their appearance in the cells composing the dorso
lateral walls of the oesophagns, which is ciliated all along its length up to~ 
its opening into the primitive stomach. 

By the time torsion is complete (cf. Stage 10), the margins of the 
slit-like nl0uth have thickened to fornl " secondary lips" (Text-fig. 12c), 
and the buccal cavity has differentiated into an ant~rior vestibule and 
a posterior odontopho~al regi9n extending up to the oesopha.gus. The 
vestibule is lined dorso-Iaterally with a single row of half-hyaline ciliated 
cells. The arched roof of the odontophore extending anteriorly makes 
an abrupt bend downwards to be continued into the floor of the vesti
huie. The area where the.downward bend occurs, forms the rudiment 
of the sub-raduiar ,organ. 

The dorso-Iateral walls of the buccal cavity above the opening of 
the radular sac become glandular on each side-these glandular areas 
form the rudimen~s of the buccal glands (Text-fig. 12d). At the middle 
of each gland the buccal wall forms an olftpushing, .the rudilnent of the 
salivary gland. The openings of these glands into the buccal cavity 
lie a little anteriorly to the transverse plane of the eye-rudllnents, as seen 
in. Text-fig. 28b (Stage 10). The rudiments of the salivary glands 
develop into sinlple tubular glands extending posteriorly along the 
walls of the oesophagus. At the time of their first' appearance, the 
openings of the glandfl into the buccal cavity are ,vide, and remain so 
even when the glands become tubular. Text-fig. 12d is an obliquely 
transverse section of a later stage (S~age 11) passing through the open
ings of the salivary glands into the buccal cavity. It also shows the 
rudiments of the buccal glands which are easily distinguished bv their 
deeply staining capacity, and by the absence of cilia on their cell;. 

By this time the rad ular sac has increased in size, and its proximal 
,portion shows a curvature which can be well seen in Text-fig. 120. 
:'ol:~over" the anterior part of its roof (upper part of the posterior wall 
in' Text-fig. 120) shows a slight outpushing directed poateriorly-thi!il 
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is the rudiment of the sub-oesophageal pouch (cf. Li1nax,. Meisenheimer, 
1898).. Text-fig. 12c is a ·sagittal section of the anterior· part of the 
stomodaeum showing the vestibule, the odontophore an<l the radular sac 
along with the anterior part or the oesophagus. At this stage a thin 
transparent membrane is secreted by the basal epithelium which be
comes thicker posteriorly-this membrane is the rudiment of the basal 
membrane. The cells which line the "knob" of the radular sac are 
the odontoblasts or the teeth-secreting ,cells of ~he radular sac.. No 
tee,th of the radula are yet visible, but changes leadihg to their forlna
tion 'have set in. The cells of roof of the radular sac increas~ in height. 
T~eir outer parts become' hyaline and do not take up any stain, while 
their nuclei migrate inwards, i.e., towards the lUmen of the sac. In the 
region of the odontoblasts, the nuclei are seen at, different levels in the 
cells, thus apparently imparting to the latter a multi-nucleate appear
ance. But as has already been pointed out by Schnabel (1903) in the 
case of faluilina, this is due to the appar~nt multiplioity of layers and 
not to" the multi-nucleate" character of the cells. . 

Text-figs. 13a, b, c are three transverse sections of the raclular sac. 
of slightly older embryos sho\vlng the development of the differen~ rows 

ode 
VT. 

TEXT-FIG. 13. Stages in the developlucnt of the radular teeth. 
a. Transverse 8cction of the radular sac of an elnbryo ill Stage 11, showing the 

formation of the lateral pair of radular teeth: X 260 ; b. Transverse section of1ihe radular 
sac of all elubryo in Stage .11, showing the formation of the inner pair of the ml;\lrgiu,al 
row of radular teeth: X 260; c. Transverse sectic,u of the radular sac of nn embryo ill 
Stag~ 12, showing all the sever~ rows of radular teeth: X 260 ;. d. Sagittal section of the 
radular sac of an embryo in Stage 12: X 320; e. Sa.gittal section· of the radular sad of 
., newly hat(lhed embryo: X 136. 
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of mduIar teeth secreted by the activity of the odontoblasts. Just 
before the formation of these teeth the basal membrane, forms small 
projection over which lies the chitin secreted by the odon.toblasts. In 
Pila, only seven teeth are laid in each transverse ro'v, that is, two 
marginals and one lateral on each side of a Inedia.n tooth (cf. Paludina, 
Bloch, 1896; and Schnabel, 1903). The rudinlents of the lateral pair 
of teeth are differentiated first (Text-fig. 13a), follo'\ved by those of the 
inner pair of Inarginals ,(Text-fig. 13b). Those. of the outer pair of 
·margina.Is and the median tooth are differentiated last and arise ahnost 
simultaneously (Text-fig. 13c). 

As development proceeds, the buccal cavity. in the region of the 
sub-radular oI'gan gives off two outpushings directed ventrally, one on 
each side: these are the rudiments of the sub-lingual cavity and are 
lined ,vith a row of non-ciliated cells. .Text-fig. 281 is a transverse sec
tion through the region of the sub-radular organ of an embryo belong
ing to Stage 12, a,nd shows well developed sub-lingual cavities projecting 
as narro,v chink-like prolongations of the buccal cavity. 

In this stage, as ,veIl as in later stages, the ciliated cells of the buccal 
cavity extending froin the sub-radular organ to it.s posterior limit, look 
completely hyaline, on1y the chromatin of the nucl~i taking up the stain. 
Moreover, the cells are so arranged as to form a median groove running 
all along the roof of the buccal cavity up to its opening into the oeso
phagus (Text-figs. 26d, e). By this titne the rudinlents of the so-called 
ca.rtilagesl llave appeared by the 1110dification of the elosel.y packed 
lnesenchYllle cells lying ventrally to the arched odontophore. Text
fig. ] 1 is a sagittal ~ection 'of an embryo of Stage 12~ and S110"'8 the 
dOl'so-ve~trally elongated cartilage of one side. I have not described 
the. fnrther developlllent of these cartilages along ,,-ith their 11luscles, 
as this has already been exhaustivel? dealt ,vith by Delslllan (1914) in 
Littorina. i:'ila, agrees "'ith LittoJ'1:n(t as regards the. origin and develop
Inent of these cartilages and their associated lnuscles. 

As development proceeds, all the structure.s described so far increase
ill size and becolne lnore defined. The jaw'-rudiments l11ake their appear
a.nce at a cOlllparatively late stage, and lie dorso-laterally to the sub
radular organ, one on. each side. 

In the case of the radular sac, the roof epithelium loses its inner 
smooth surface on further growth, but fornls cell-complexes instead, ,\\rith 
nuclei lying at the inner ends of the cells \vhich project in between the 
developing radular teeth on the opposite surface (Text-fig. 13e). The 
ba.sal luenlbrane fornls a thick la.yer and extends all along the inner 
surface of the basal epithelilull, while the roof epithelium projects in 
tIle fornl of cel1-groups or cOlnplexes into the spaces in bet\veen the 
teeth which 1l0\V show a hooked appearance. The roof epitheliulll takes 
no part ill the forlllation of the teeth. The sub-oesophageal pouch is 
well developed. Text-fig. 14a is a saCYittal section of the-radular sac of . 0 

'a'" new1y ha.tched embryo, a.nd ShO'V8 the odontoblasts retaining their 
original position at the blind end of the radular sac; the lumen of the 
radular sac persists and so does its communioation with the. buccal cavity, 
the lumen being wider, as in earlier st.ages) ,at the posterior end of the 
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radular sao than at its anterior. The radula appears as a, long continu
ous ribbon passing over the odontophore and extending as far anterforly 
as the radular organ. The roof epitheliu111 of the sac now completely 
fills "in the interspaces between the teeth which are now completely 
developed and have assumed their adult form. By this time the muscula
ture of the buccal nlass is also fully developed. 

a I. 

a. 
TEXT-FIG. 14. Development of the salivary glands. 

fl. Trnnl'lverse 8ection of the salivary glands of an embryo in Stage II: X 244. 
I,. Transverse sectioll of the salivary glands of an embryo in Stage 12: X ~44. 

The salivary glands increase in size and beCOlne enlarged at their 
posterior ends into sac-like structures, while their anterior ends remain 
na.rro,v and eventually fornl the ducts of these glands (Text-fig. 11). 
The glands are lined with a single layer of non-ciliated cubical cells with 
a, rounded nucleus lying in the Dliddle of each cell. Each nucleus has 
a rliHtinct nucleolus in its centre which takes up a deeper stain than 
the chromatin of the nucleus itself. In the next stage of development 
the sac-like portions of the salivary glands begin to branch. Text
fig. 14a represents a transverse· section passing through these sac~like 
port.ions, one on either side of.the now laterally compressed oesophagp.s. 
The gland on the right shows two rounded sacs, the lower being a branch 
of the upper original sac. The left salivary gland shows the beginnings 
of a branch from the original sac. With further growth, these branches 
give out secondary branches, which in their turn branch again, so that 
by the tiule the embryo is ready to hatch, each salivary gland is com
posed of a large number of branching tubules extending in all directions 
rrext-fig. 14b). The salivary glands increase considerably in size and 
lie dorso-Iaterally on either side of the oesophagus. Each salivary gland 
has a C01111110n duct" which runs anteriorly and then bends a little down
"lards to open into the lateral side of the buccal cavity, almost in the 
Iniddlc of the buccal gland of each side. 

The oesophagus becomes considerably elongated (Stage 12) and runs 
backwards towards the visceral mass, opening at the anterior end of 
the prinlitive stomach now lined by the cells of the digestive-gland. 
This gland, though still lying in the head-vesicle, is very much reduced 
in size (Text-fig. 11), as compared with its earlier condition (Text-figs. 9 
and 10). So far, the oesophagus has maintained its median position, 
but in stages subsequent to that shown in Text-fig. 11, in 'which the 
digestive-gland lies completely within the visceral mass, th6 oesophagus 
stretches throughout the length of the head-vesicle and deviates pos
teriol'ly from its median course towards the left (Text .. fig. 26f), to open 
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into the stomach which is situated ih the left ventral part of the visce~al
sac. In these stages it is noticed that the oesophagus, after arising 
from the postero-dorsa.l end of the buccal cavity,. runs obliquely down
wards to enter the visceral sac. The connection of the head -ve,sicle 
with the visceral-sac has, due to a constriction and deep indentation 
of the mantIc-cavity on the right side of the embryo, become so narro~ 
that only the oesophagus and the colunlellar muscle can pass through. 
The oesophagus lies to the left of this lTIuscle. 

Discussion.-In some Gastropoda, e.g.,. Littorina (Delsman, 1914), 
Limax (Meisenheimer, 1898), Physa ("\Vierzejski, 1895), etc., when the 
embryo is passing from the gastrula to the trochophore stage, the 
blastopore shifts anteriorly from its original position and comes to lie 
almost immediately behind the velum. But the blastopore renlains open 
and gives rise directly to the ·mouth, while the anus is a, new formation. 
In some other Gastropoda~ e.g., Patella, Bythinia and Orepidula, the 
blastopore, having shifted anteriorly, closes up; but, in spite of the 
closure, the stomodaea] invagination is formed at this very place. 

In Pila, as i.n Paludina (Lankester, Erlanger, Fernando, etc.), on 
the other hand, the blastopore does not shift anteriorly but retains its 
original' position; there it remains open and forms the, anus. In P'ila, 
therefore, the mouth i~ a new formation quite independent of the blasto
pore. The position of the n1outh, however, corresponds exactly to that 
of other Gastropoda, i.e., the stomodaeal invagination is formed an
teriorly on the ventral surface immediately behind the yelum. 

The buccal mass and the oesophagus, with all their accessory ap
paratus, i.e., sub-lingual cavities, oesophageal pouches, radular sac, and 
the salivary glands, which develop from the stomodaeum, are therefore 
e~todermal in origin. In Limax, however, Meisenheimer (1898) holds 
that the floor of the oesophagus is partly ectodermal and partly endoder
mal; the roof is completely ectodermal, while the side-walls show 
a, transition from one layer to the other. 

In a~I other Gastropods, e.g., Paludina, Litto-rina (Delsman, 1914), 
Physa ('Vierzejski, 1905), I-Ieteropoda (Fol, 1876) the entire fore-gut is 
ectodermal in origin. 

As rega.rds the radular sac, its origin and fornlation, as an evagina
tion from the floor of the stomodaeum, are similar to those· of other 
Gastropods. In almost all Gastropoda this evagination occurs after the 
stomodaeum has opened into the prinlitive stomach. In Helix (Fol, 
1880), however, the rudimen~ of the radular sac appears even earlier 
than the joining of the stomodaeum with the a,rchenteron. 

In Physa (Wierzejski, 1905) the radular sac arises as a pair of 
structures which unite later to form a single-chambered sac. In this 
respect Physa is unique, a,s in no other Gastropod so far investigated, 
has a double origin of the radular sac been observed. In Pila the lumen 
of the radular sac does not completely disappear, but remains in con
~tant communication with the buccal cavity. Schnabel (1903) describes 
a' ~imilar condition in Paludina. But in the Pulmonata (e.g., Succinelt, 
Helix, Planorbis) this IUlllen disappears at the time of teeth formation. 
~he Pul~onata and the Opisthobranchs (Rossler, 1885) are further 
characterIsed by a fix~d number of odontoblasts, i.e.~ four to five. In 
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Pila, oli the other hand, as in Paludina (Schnabel, 1903)' and other Proso
branchs, and in Heteropoda (Rossler, 1885), there is no fixed nUlnber 
of odontoblasts; in fact, they are many! and they retain their terminal 
position to the last. 

In Littorina, as in Turbo and Patella, the radular sac increases to 
such a length (Delsman, 1914) that, finding no place to accommodate 
itself, it deviates from its middle course to\vards the right (while the 
oesopha.gus lies on its left), and Inakes a spiral with the club-shaped 
end lying'in the centre of the spiral. 

The Mesenteron. 
It has already been described that the archenteron gives rise an

teriorly to the stomach and its digestive-gland and posteriorly to the 
intestine. I. shall now mst describe. the developlnent 'of the stomach 
and the digestive-gland, and then of the intestine. 

The Sto'Ynach and the digestive-gland. 

The cells forming the wall of the archenteron are laden with yolk 
\vhich imparts to them a yellow tinge and also does not allow the cyto
plasnl to take up a deep stain; the nuclei, however, stain deeply. At
an early sta,ge, the boundary between the primitive stolnach and the 
intestine 'cannot ~e easily made out and the· two inlperceptibly merge 
into each other, as all the cells are alike in size and shape (Text-figs. 6a, 
c). In the trochophore stage, just before the formation of the stomo
daeum, however, the walls of the primitive stomach show internal 
folds (Text-figs. 6a and 15a). These folds are of various sizes in the 
different embryos ot the saIne stage, ~nd project into the lUlr:len of the 
pri~nitive stonlach; that lumen is consequently greatly reduced. The 
,vall of the primitive stomach thus provides an extensive surface for 
the absorption 'of the albuminous food. As development proceeds, the 
primitive stomach occupies greater and greater area within the, 

v. 

a. ~_p.c.pL 

TEXT-FIG. 15. Developllient of the archenteric folds and t.he adult stomach. 

a. Transverso section through the" ;K.opffuss" region of a.n embryo in Stage ~l, 
~h.owing the archenteric folds within,1i.1tEl primitive stomach: X 390; b. Tran~vcrse 
eotion of an embryo in Stage 6, showing the c;llfferentiation of the adult stoJllach: X 22b. 
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" Kopffuss " region by the extension of its lumen, while the folds gra .. 
dually' dwindle away antero-po~teriorly. 'The gro,vth of the priInitive 
stomach is due not so luuch to the 111ultiplication of its cells as to the 
increase in their size. 

As a result of the ahsorption and deposition of t1le ingested alblllllen, 
food-vacuoles appear at the inner ends of the large columnar cells of 
the primitive stomach. The vacuoles are very slllall to begin with, 
but gradually increase in size along ,,~ith the growth in size of the cells ; 
consequently, the nuclei are displaced from their Iniddle position and 
are pushed to the outside where they come to lie at odd places. This 
indicates the first appearance of the digestive-gland!. The cells remain 
columnar and cylindrical but reach an enorlllOUS size. .A,ll the cells of 
the primitive stolnacll, become differentiated exce})t at two places 
approximately opposite to ea.ch other. At these two places, the cells 
remain SIn all and undifferentiated. The transition fronl undifferen
tiated cubical cells to the large vacuolated cells is gradual. In a whole 
eUlbryo the two places appear as two clear zo!les or streaks anlongst 
the hypertrophied cells of the digestive-gland rudiment. One of these 
streaks hegins on the dorsal side at the junction of t.he oesophagus und 
the priluitive stomach, and rUll:s posteriorly, in an oblique direction, 
to a point ,vhere the intestine leaves the primitive stomach, keeping 
all along towards the right of the median line. The second streak lies 
imbedded in the left ventral part of the digestive-gland and leads pos .. 
t~riorly. The position of this streak 18 not constant hut changes at 
different stages of developlnent·. In its earlier stages it is seen on the 
right of the nledian line (Text-fig. 15b), ,,,,hence it changes in later stages 
to a mid-ventrall)osition and finally comes to lie on the left ""raIl of the 
priluitive stomach. These c1ear streaks. are the rudiments of the 
alinlentary canal proper while the vacuolated lateral ,valls represent the 
digestive-gland. The ventral streak .leads straight into the floor of the 
adult stoDlach (\vhen forIlled), ,vhile the dorsal. streak joins its roof 
(Stage G). 

Semp('l' (1862) drs('ribes only ono sueh :-1treak in AlIll)ullaria pol-ita at, a lut1ch later 
lit.age (cf. hi~ fig. 15), which COl'l'ospolld:-1 to the dorsal streak of Piln. ~mpel' regards 
this stroak as an inde}>elldcnt structure which iii only e~heddod within the wall of tbe 
digestive-gland, but I regard both t.he· streakR as mere undiff~relltiaterl regions in tho 
waU of the gland. Describing the ap~arance of the liver rudiment (digestive-gland), 
he says that it is hollow and the cavity is mm;tly full of bile-secretion. He apparently 
mistook the ingested albumen for bile-secretion. ~cott (1934) also luentions only ono 
strea,k in Atnp-ullar·ia canaliculata.. I alll of tho opinion that if these workers had cut 
Rcctions of the embryos they would have seen the sec.ond stroak of 'clear zone on tho 
floor of tho digesth"c-gland alnlost concealed by tho large vacuolated cells. 

The cells lining the posterior paJt of the floor of the pl'imiti vc 
stolnach on the right of the mid-ventral line, can be distinguished from 
the adjacent highly v~cuolated cells; they are 8111all and colunlnar, 
,vith a granular cytoplasnl and a centrally situated nucleus (Text .. 
fig. 16a). These cells Tepresent the true stolnach. The IUJnen of the 
primitive stonlach enlarges to such an extent in t·he a.nterior part of 

1 This gland has been described as "livor" or has been giV'on other equiva.Ient 
names (e.g., Leber, foie, etc.). But as Pelsenoer (1905) and Prashad (1925) point out, 
the name "liver" is quite unsuitablo, "for the gland combines the functions of tho 
various digestive glands of the vertobrates and is, ill addition, the chief organ for the 
absorption of ~ho digested food ". 
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the head-vesicle, that the dorsal wall of the latter becomes very much 
arched with a sha,rp anterior declivity in the region of the fore-gut, 
and a posterior gradual slope, where the stomach enters the visceral
sac rudiment (Text-fig. 5d). 

With further growt.h the st.omach first shifts cOlnpletely to the micl
ventral line, but later CODles to occupy its a~ult left-ventral position 
and lies completely within the visceral-sac (Text-figs. 9; 2411,; and 25h). 

After the true stolllach comes to lie within the visceral-sac, the 
posterior rudiment of the digestive-gland lying dorsaJly to it (Text
fig. 24n) increases in size and extends posteriorly beyond the stolnach 
up to the posterior end of the embryo. It thus forms a large sac-like 
structure with its lumen full of albumen (Text-figs. 10; 11; and 26a, 
b). .A.s development proceeds, the ~igestive-glancl follows the course 
of the visceral-sac which, on account of the lateral torsion round a hori ... 
zonta.l axis, passes froID\ right to left, so as to produce 3:n endogastrio 
spiral-a characteristio of the visceral-sac of Inost Gastropoda. 

With further development, while the posterior lobe of the' cligestive
gland shows a considerable inorease in size and fills almost completely 
the cavity of the visceral-sac, displacing the other organs dorsally, the 
anterior lobe is reduced in size (Stage 12; Text-fig. 1]). 

By this time the cavity of the digestive~gland is almost completely 
filled up ,vith the ingested albunlen ,vhich is oompl.etely absorhed by 
the time the embryo hatohes. As there is no nlore ~pace available for 
the digestive-gland to expand, lobes develop on its inner surface " .. hich 
in('rea~c in nU111ber and completely obliterate the hnnen. 'rhus the 
lobed character of the gland, consisting of long follicles c~u.tracteri8tic of 
adult Pita, is obtained. 

""P.,C'vious 'wo""l~ and (Ziscuss'ion.--Thus, in Pila, the adult stolnach 
arises fronl the right side of the floor of the posterior end of the stolnach. 
In Bytllinia (Erlanger, 1892) the StOD13Ch is differentiated a.t the pos
tero-dorsal part of the ~ndodernlal sac. In Littotina also, the post,erior 
part forms the stolnach. In Paludina (Biltschli, 1877; and others), 
on the other hand, it is the dorsal and the anterior part of the pl'inlitivc 
stonlach which gives rise· to the adult stoluach. 

On comparing the origin of the digestive-gland in Pila with that 
of other Gastropoda, ,,'"e find that there is a great variation, apparently 
due to the different positions of the areas of storage of the nutritive 
Inaterial within the endoderm. 

In Paludina (Erlanger, 1891; Drululllond 1903; and Otto and 
Tonniges, 1905), the "liver" (digestive-gland) arises as ·a single rudi
ment from the floor of the endoderlnal sac, the cells of whioh increase 
in size- and becolne vacuolated. The dorsal anterior part follo,vs suit, 
but it is alw'ays on the ventral side that there is greater acculnulation of 
nutrit.ive substances and consequent formation of the" liver "xudilnellt. 

In Bytlzinia (Erlanger, 1892),- the '~liver" arises in the form of 
two outgrowths-an anterior, which is larger; ,vider and dorsal in posi
tion; a,d a posterior ,vhich is smaller and ventral in position. 

In Littorina (Delsman, 1914), the "liver" arises as an unpaired 
structure from the left ,vall of the endodermal sac,' and is direoted dor
sally. But it is divided later into two lobes of unequal size; the larger 
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one lies anteriorly to the stomaoh, while the posterior one, \vhich is 
slnaller. lies to the right of the stomach. 

In Planorb1:s (Rabl, 1879) and other Pulmonates (F'ol, 1880; Jour
dain, 1884), the" liver" arises from the antero-dorsal vacuolated part 
of the endodermal sac, the stonlach originating from the posterior part. 
These rudilnents of the liver land ~tomach later become . separated by 
the appe~rance of a partition between them. In Limax (Meisenheimer, 
1898), the" liver" arises as two rudiments, the anterior left, and the pos
terior right, arising chiefly from the anterior part of the primitive 
stolnach. Only the left rudiment, which consists of two parts, forms 
the " liver" of the adult. 

T he I nte~stine. 

To begin with, the cells lining the intestine are of the sanle shape 
and. size as those of the prhnitive ston1ach' (Text-figs. 6a-d). In later 
,stages, however, while the cells of the primitive stomach become large 
and vacuolated and give rise to the rudiments of the digestive-gland, 
those of the int~c;tine becon1e columnar and thickly granulated, and 
remain non-vacuolated. and thus the boundary between the two struc-, " . 
tures can be easily made out (Text-fig. 7b). In the earliest stages the 
intestjne possesse~ a broader lumen anteriorly near its junction with 
the primitive stomach than it does posteriorly (Text-figs. 6a-d); in 
later stages, however, there is a uniform rounded lumen along its enti:re 
length (Text-fig. 7b). 

In its earliest stages, when the' elnbryo is bilaterally symn1etrical, 
t.he intestine runs a straight median course extending from the posterior 
end of the" prilnitive stolnach to the anus (Text-fig. 6a). But la.ter, 
it is displaced out of its median course and is pushed- towards the left 
(Stage 4-; Text-fig. 16b). At a still later stage, as a result of torsion, 
a ventral flexure appears in the integtine (Stage 5) and it elongates 
and becomes displaced towards the right side (Stage. 7). By the time 
torsion is complete (Stage 10), the intestine arises from the left postero
dorsal side of the stomach and courses round the hinder end of the 
digestive-gland towarde the right; it then turns upwards and reaches 
the anterior face of the visceral-sac to open into the mantle-cavity 
through the anus. 

The blastopore persists and forms the anus, there being no trace 
of a proctodaeum. 

Previous worle; and discussion :-·Seulper (1862) and Scott (1934) do 
not make any nlention of the persistence of the blastopore and the 
formation of the anus in Al1~pulla'1'ia polita and A. canaliculata. But 
froui Semper's description it appears that the rudiment of the intestine 
arises fro111 t.he prinutive stomach to open out through the anus (his 
fig. 7, PI. I). Similarly, according to Fernando's description of a stage 
in Pita gigas where he says" it is a trochophore in which the intes
tine has not· yet opened to the outside",. it appears that the blastopore 
does not persist to forIn the anus, but that the latter is a new forma
tion. The failure of Selnper and of Scot~ to notice the opening of the 
intestine to the outside was due to the ..fact that they worked on whole 
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embryos, which are fun of yolk and consequently opaque at this stage, 
and it is almost inlpossible to observe internal structures correctly. The 
only explanation for Fernando's mistake can be that his sections were 
probably not properly orientated or that Fernando might have cut sec
tions more than 4 (J. thick, in which case there is every possibility of his 
having Inissed ,.the anal opening. These suppositions are strengthened by 
the fact th~t Fernando, in his fig. 1, PI. I, shows the shell-gland as 7 to 
8 cells thick, while in reality at this stage it consists of a single layer 
of cells. It can only a,ppear many-layered if the sections are oblique. 

Paludina (Erlanger, 1891; Fernando, 1931) resembles Pila in the 
fact that the blastopore persists and forms the anus, and there is no 
trace of an ectodermal invagination. 

In the majority of Gastropoda, the intec;tine arises as a posterior 
prolongation of the endodermal "primitive st.onlach", which later 
meets with the ectoderm of the body-wall, and, breaking through it, 
opens to the outside through the anus. Thus it is held that a very 
small proctodaeum is formed. 

In Lymnaea (Lankester, 1874) a " pedicle of invagination" is formed 
where the blastopore closes "which grows' up against the' prilnitive 
alimentary cavity and finally unites with it" 

In Plano1"bis (Rabl, 1879), Umbrella (Heymons, 1893), and Physa. 
(,,7ierzejski, 1905), the intestine originates as a solid ,ba~d of cells, in 
which a lumen is formed later. In Ph.ysa; towards the posterior end 
of this band, two large ectodermal cells appear in the body-wall of the 
embryo; here a shallow ectodermal invagination occurs, but it does 
not give rise to any part'of the actual or true in·testine. 

In Limax (Meisenheimer, 1898), the entire intestine right up to its 
opening into the stomach is ectoderma.l in origin. According to him, 
the ectodermal invagination, is formed with a very narrow lumen. In 
la1er stages, the lumen becomes rounded and the invagination beconles 
cut off from the outer ectoderm and fuses with the endoderm so that 
it can easily be mistaken for an evagination from the latter. Later it 
elongates and opens again to the outside through the anus which is 
thus a secondary formation. This point, in my opinion, needs 
confirmation. 

B. The Differentiation of the Oom1non Rudiment of the Kidney, t}te 
Pe'ricardium j the Heart and the Gonad. 

The appearance of two small compact Inasses of mesenchyme 
cells at the postero-ventl'al part of the embryo has already beeu des
cribed in Stage 2 above. These cell-masses are formed below the level 
of the intestine, one on either side by the aggregation of mesenchyme 
cells (Text-fig. 6b). They are irregular in shape and of unequal size, 
the right mass being larger than the left. 

Soon a small cavity appears in the cell-mass of the right side; it is 
imnlediately followed by the formation of a similar cavity in the left 
one. Each cavity is formed by the separation of mesenchyme cells 
from one. another in the centre of each cell-mass, but ici not delinlited 
by a regulaf epitheliunl" The two cavities; like the cel1-m~sses~ are 
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unequal in size, the right cavity being always larger than the left (Text
fig. 16a). These two. cell-masses with th.eir cavities form the rudiments 
of the pericardium. 

As development proceeds, the pericardial rudiInents increase in size 
and mo.ve towards each other and meet beneath the intestine, the cavitv 

" of the right pericardial rudinlent still remaining larger tha~ that of the 
left. The growth of the two rudiments occurs in such Jt manner t~at, 
while the cavity on the right side develops in all directions, the left 
cavity develops more towards the median plane. Altho.ugh the two 
rudiments lie against each other, their cavities are separated by a 
septunl many cells in thickness. 

With further develo.pment, the two. pericardial rudiments shift fro.m 
their ventral positio.n to the right side of the intestine. On accotmt 
of greater increase in the size of the right cavity, .its wall beco.mes 
thinned to. a single layer of cells. Gradually, the other cavity also 

p.--

iat. 

J. an. c. PI.-....::I~-/O/ft\Q(W 

....-...------k. 

sh.gl. 

r. 
c. 

k. 

~-&D·rL 

,. 
TEXT .. FIO. 16. Early stages in the differentintion of the rudhnent of the kidneys, 

the pericardium, the heart and the gonad. 
a. Transverse section of an embryo in Stnge 2, passing through the right and left 

pericardial rudiments and the invagiuation of the mantle-cavity rudiment: X 320; b. 
Transverse section of an embryo in 8tage4, pa.~sing through the rudiment of t.he left 
kidney and the septulll between the two pericardial rudiments: X 320; c. Sagittal 
sect.ion pasbiI!g through the right pericardium, bhowing the formation of the right kidney 
rudhnent: X 304; d. Sagittal section pa.~bing through the pericardiulL, and showing 
the differentiat.ion of the heart rudiment: X 292; e. Transverse section of the embryo 
in Stage 3, passing through the mantle .. cavity rudiment: X 264 ; f. Trallsverse section 
of an embryo in Stage 4,. Rhowing the evagination of the right llreter.from the mantle. 
cavity: X J52; fl. T!ansverse. section of all embryo in St.age 5, passing through the 
gonaq, aJl~_the left· kl{1rley ·rudlmen.t; X 204,' . 
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become bounded by a, single la.yer of cells. The two ca vities are still 
separated froln each other by the septulll ,vhich has no,v becollle thin 
and consists of one or t,,·o lavers of cells. It is froll1 these two l11esen
chY111atous rudinlellts of the" pericardiu111 that the kirlneys, the peri
cardiull1, the heart a,nd the gonads arise. 

D",:scussion :-Fernando's (1931) observations regarding the forma
tion of the mesenchYlnatous rudiments of the pericardilul1 in Pila gi.gas 
differ in some details frolu those of mine. ~\.ccordil1g to hinl, the left 
pericardia 1 rudiment is formed later \vhen the rudilnent of the right 
pericardinnl~ leaving its ventral position; " has COlne to lie on t.he right 
of the futestine~ and the cells are so arranged as to enclose a luuu;,u
tl1~ right pericardiulll " It is at this stage that the left pericardial 
l'udiment is formed as "a very small cavity" I think Fernando 
failed to observe the fornlation of- the left pericardial rudiment when 
it still lies ventrally to the intestine as a solid cOlupact 111ass,like that 
of ,the. right pericardial rudinlent, as is. generally the case in all Gastro
pods which have paired rudiments of the pericardiunl, 'as in Paludina 
and Pll.ysa. Again, though the left pericardial rudinlent arises, accord
ing to Fernando's description, as well as his fig. 2, PI. I, later than that 
t>f the right' pericardium, and its lumen is also much smaller than that 
of the latter. Yet in his fig. 4, PI. I, Fel'nando has shown the left peri
cardiuln to be ~lmost as large as the right one, which can only rbappen 
if it sho,vs a quicker and stronger development than that of the right 
pericardiunl. B~t this is contrary to the actual facts, since the lumen 
of the right pericardiulll, besides appearing earlier than that of the 
'left l)ericardium, as Fernando himself point.s out,. renlains lnnch larger 
than that of t.he left. Another difference consists in regard to the 
positions of t.he two pericardial rudiulents in relation to each other. 
As seen in fig. 4, PI. I, of Fernando, the l'u¢liment of the left pari cardium 
lies between the rudinlent of the right pericardium and the intestine, 
while according to Iny observations, at a stage corresponding to the 
one repl'esented by fig. 4, PI. I, of Fernando, the rudiment of the left 
pericardiunl, though it has shifted to the right of the intestine, yet 
lies ventrally to the right pericardium. but closely applied to it (Text
fig. 16b). I cut horizontal sections also of such a stage and they con ... 
firmed my observat.ions. ~Iy observations are ill complete agreement 
with those 'of Erlange;r (1891), Drumnloncl (1903), and Otto and Ton ... 
niges (1905) in Palud/ina (= Vivipar·us). Hence I consider that the 
observations of Fernando in Pila gigas require revision. 

TlI..e kidneys. 

The rudiments of the kidneys make t.heir appearance at a stage 
when the rudiments of the right and left pericardium, separated fronl 
each other by a median septulu, stillli~ below the level of t.he intestine 
-(Stage 3). A thickening appears at the postero-ventral end .of the 
right pericardiuDl (Text-fig. 16c), which is followed ilnmediately by the 
.formation of another but slnaller thickening in the. ,vall of the corres
ponding region of the left pericardium. These two thickenings are the 
rudiments of the right and left kidneys respectively. "\Vith further 
development an evagination takes place in the right kidney rudiment 
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which deepens and gives it a more or less vesicular appearance (Text-
. fig. 16d). Meanwhile the left kidney rudiment continues ~s a mere 
thickening (Text-fig~ 16c). The right kidney rudiment is distinguished 
by the thickly granulated character of its cells which, by this time, 
assume a colunlnar shape and form a regular epithelium for the kidney. 

While the right kidney rudinlent has developed into an open vesicle 
lined by a regular epithelium, another str,:!cture, which comes into 
relation with it later, makes its appearance; it is the rudiment' of the 
ureter (=antel'ior kidney). The rudime.nt of the mantle-oavity (Stage 1) 
grows deeper and acquires a lumen (Text-fig. l~e), and from itt4 inner 
right end a tubular evagination artses tow8,rds the. right side (Text
fig. 16b)-this is the rudiment of the ureter. While keeping towards 
the right side within the visceral-sac rudiment, it grOWf-~ posteriorly and 
ascends obliquely upwards and comes to lie against the posterior end 
of the open vesicular rudim~nt of the right kidney into which'it finally 
opens. 

The rudiment of the left kidney still persists as a thickening, its 
cavity and ev~gination appearing much later; there is no trace yet of 
the rudiment of t.he ureter of the left side. 

In Pila t.he rudin1ents of both the kidneys, that is, the right and, 
the left, are laid in. the earliest stages of' development and are meso
dermal in origin, while the ureter is ectodermal. 

Discussion :-Semper (1862) makes no mention of the right and left 
rudiments, but from his description it is evident that he describes only 

a. 

TBXT-FIG. 17. Stages in t,he development of the kidneys and the ureter. 

. a • . Obliq?e sagittal section of the embryo iL Stage 4, showing the opening of the 
~lgh1i k!dL~Y nito the ureter: ?< 312; b. Sagittal section of the embryo in Stage ~, show
Ing ~he. ~lde .lumen of the rIght uret~r: ~ 176; Co" Sagit.tal ~.ection .of the embryo in 
Stage 6, pa~slllg through th~ rerJ.o.perlC~rclial aperture: X 176; d. Sagittal section of 
t.he embr~o In ~tage 6, showIng t.he relatIon of t,he nlantle.cavity with the IJericardium 
and the rIght kidney:. x] 80; e. Sagittal Reotiol'l, showill C1' the b(~ndil1g forW~fd of the. 
meter to meet. the kidney: X 180., e . 
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the ?rigill o~ the functional .l~ft kidney (=morphologically right).. 4t1C
cording to 111m,. the ~ells 'VhlCh forln the rudiment of the kidney " arise 
by t.ransforl!latlo~. dIrectly out of the epiderluis cells", i.e., they are 
ectodernlal In origul. But the 8tage at which he observed this rudi
Inent of the, kidney as well as the position of these cells in his fig. 21, 
PI. III, at once ma.ke it clea.r that Semper was unable to observe or 
locate the origin and the formation of the kidney in Arnpullaria polita. 

Fer~lal1do's d~scription of the origin of the kidney in Pila gi.qas 
(1931) IS almost In coniplete agreenlent with Illy observations, \\rith the 
only exception that he considers the fOrlllation of the ruditllent of the 
right ~idne.y to arise first by eVB,gination, which, according to lny ob
servatIons, IS the second stage of development, the first being the thicken
ing stage. He has also shown that while the kidney proper is Ineso
dermal in origin, its .ureter is ectodermal. 

Scott (1934) luakes no reference to the left kidney rudinlent in 
~4mpulla.,ia canaliculata. Similarly, she does not describe the nature 
and Dlanner of the origin Qf the kidney. She only describes the pre
sence of a kidney-pericardiuln cOlllplex which she observed for the 
first tilHe at a pretty late stage \vhen the ureter is already opening to 
the exterior (cf. her fig. 17). 

Tile pel'icardium and tlte lteart~ 

It has already been described that the rudiluents of the right ano. 
left pericardium, even after they COlne to lie against each other, are 
still separated by a septum which is quite thick to begin with, but be
comes thinner later on (Text-fig. 16b). Even at this stage the differ
ence in the size of the two sacs of the pericardium is well marked, the 
righ.t one (now dorsal in position) being much larger and broader than 
the left. (no"r ventral in position) which is very narrow at its inner ven
tral end. As developluent proceeds, the septum beconles reduced and 
is gradually absorbed antero-posteriorly. By the time the embryo 
reaches Stage 5, it disappears conlpletely by being absorbed into the wall 
of the pericardium-sacs, which now form a single la.rge thin-walled 
sac, lying completely on the right side of the gastro-intestinal junction. 
This sac forms the adult pericardium in which the heart is differentiated 
later (Text-figs. 4c-h; 5aj; and 16d). 

Just when the pericardium comes to lie on the right side of the gastro
intestinal junction as a single· chaluber, a part of the pericardial wall 
lying anteriorly but dorsally to the right kidney becolnes thickened, 
and is thus distinguisha.ble from the adjoining area of the pericardial. 
wall. This thickening really lies in the original 'rudinlent of the right 
pericardiulll and forms the rudiment of the heart (Text-fig. 16d). It 
illva.ginates into the pericardia.} chalnber and gives rise to the heart. 
Thus, unlike the rudiments of the right and left kidney and those of 
the right and left pericardium, the heart arise's as a single unpaired 
rudiment inside the cavity of the original right pericardium .. 

Even in later stages of development, it is that part of the pericardiulll 
which corresponds to its original j'ight rudiment that gro\vs more and 
increa.ses in dimensions, while the original left pericardial rudiment 

D 
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remains small. and cQrresponds to the narrow part of the pe,ricardill:11 
in later stages. 

--....1IiIPS----r:t--r. p. o. 

~r......-ur. 

~-~--aft. Co pl. 

a. 
TEXT-FlO. 18. Relation of the right kidney and the ureter. 
a. Sagittal section of the embryo in Stage 8, passing through the reno-pericardia.! 

aperture and showing the dorsal bending of the right kidney: X 225; b. Another sagit
tal section of the same emhryo in (a), passing through the operling of the ureter into 
the right kidney: X 225. 

The gonad. 

After the differentiation of the right and left kidney rudiments as 
well as that of,the heart, another cell-thickening makes its appearance 
in the roof of the narrower left part of the pericardium, situated ven
trally to the gastro-inte~inal junction--this is the rudiment of the 
gonad. Text-fig. 16g is a transverse section passing through the gonad
rudiment of an embryo, which is slightly older than the one in which 
the gonad rudiment is first laid; hence the gonad' rudiment, instead 
of being exactly ventral, lies a little to the ;right of the gastro-intestinal 
junction. At the stage at which 'it is first rliffer~ntiate<l, the larger 
part of the thin-walled pericardium (right pericardial sac) lies on the 
right side between the gut and the body-wall; while the left pericardial 
sac still lies partly ventrally to the gastro-intestinal junction. It is 
on'the roof of this narrower pa,rt of the' pericardium, almost oQ. its ex
treme left, that the ,rudiment of the gonad is first laid. It lies dorsally, 
close to the rudiment of the left· kidne)T, with which it is very closely 
associated. 

The cells of the gonad rudiment proliferate and extend along the 
wall of the digestive gland in the forIn of a cord of cells. Text-figs. 16g 
and 20c pass t.hrough the gonad rudiment and show its relative position 
with regard to the rudiment of the left kidney and other structures. 

Discussion :-Semper (1862) ~istook an advanced stage of the gonad 
for its first rudiment (" erste anlage ") at a stage at which " the shell 
has already made one complete spiral and has thus surrounded the 
liver (=dig$ltive gland), a part of the latter still lying within the head
vesicle, " (of. his fig. 25, PI. IV). At this stage, according to him, the 
gonad lies at the ap'ex of the spiral as a glandular mass of small greyish 
cells in contrast t~ the yellow mass of the liver" But this, as is apparent 
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from his description, is a nluch later stage in' which th~ distal end of 
the gonad has also participated in the spiral of the digestive gland. 
Semper, however, does not allude to the oriO'in (mesodermal or other
wise) cf the rudiment of the genital gland. b 

Fernando (1.931) on the other hand, has overlooked the formation 
of the go~ad rudiment in Pila gigas and bel,ieves it to be post-embryonic 
in formatIon. 

~ cO.m parison of the origin of these orga,ns, i.e., the kidney, the 
per~ca~dlum, the heart and the gonad in different Molluscs reveals great 
varIatIons. These variations concern the following main points: 
(I) whether there is only one common rudiment for all these organs, 
or each of these organs has an independent origin; (2) whether all 
these organs are mesodermal or ectodermal in origin or whether some 
are mesodermal, and others ectodermal; and (3) whether the common 
rudiment, if present, is paired or unpaired. 

I shall discuss bE'low these three points in the order given a,bove. 
(1) In nearly all the Lamellibranchs and the following forms amongst 

the Gastropoda, all the organs, that is the kidney, the pericardium, 
the heart and the gonad are differentiated from a common rudiment: 
Pila, Paludina, (Erlanger, 1891; Otto and Tonniges, 1905), Littorina 
(Delsman, 1914), Planorbis (Rabl, 1879), Physa (Wierzejski, 1905). 

Paludina (Erlanger, 1891; Drummond, 1903; Otto and. Tonniges, 
1905) shows the greatest resemblance to Pila with regard to the develop
ment of the paired common rudimeht. 

There are other forms, such as Calyptraea and Verrnetus (Salensky, 
1872) ~nd Bythinia (Erlanger, 1892) amongst Prosobranchs, and Arion 
(Heyder, 1909) and Limax (Hoffmann, 1922) amongst Pulnlonates, in 
whicl1 only the kidney, the pericardiulll and the heart form a common 
rudiment, while the gonad rudiment arises independently. 

(2) Again, there is either an actu,al variation, or probably only a 
difference of opinion as to the meso,dermal or ectodermal origin of these 
rudiments. For example, Erlanger (1891) and Fernando (1931) describe 
the common rudiment as mesodermal in origin, while Tonniges (1896) 
and Otto and Tonniges (1905) describ~ it as ectoderma1. According to 
the latter authors"the paired rudiment arises directly, one on each side of 
the middle line, by the inwar~ growth of the ectodermal cells from the 
body-wall, and thus gives rise to two irregular compact cell-masses. 
But this view has been rejected by a great nlany authors like MacBride 
(1915), Heyder (1909), Naef (1913), Herbers (1914), Fernando. (193~) 
and others, who have remarked that those authors who beheve In 
the ectodernlal oriC1in of the conlIDon rudiluellt are certainly ,vrong, 
and that cell-masS:s forming the common rudinlent arise through the 
division of the prilnary 11lesoderm cells. According to these authors, 
the ectodermal nature of the rudiment is an illusion due to the close 
proximity of these rudiments to the ectodermal wall. 

(3) Regarding .the paired or unpaired charact~r of the. e~m~on 
rudiment, we find that in majority of cases it is a palred~tr~c~u~e lyIng 
in the posterior part of the embryo, as in Paludina, Byth"'n~~~_ P~y8a, 
Arion, Planorbis, Anodonta, and Ostrea. On the other hand, In Lwnax 
(1898) and D1'eis8ensia (1901), according to Meisen4eimer, the common 

n2 
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rudiment is an unpaired structure, b.ut while it -is asymmetrical in 
Limax, it is symmetrical in Dreissensia as it is nlid-ventral in position .. 

Further Differentiation of the SelJara.te Ruiliments. 

Tlte lcidney. 

In Pila, the kidney originates in two parts. These are: (1) the 
kidney proper, and (2) the ureter. 

While there are differences of opinion regarding the mesodermal or 
ectodermal origin of the kidney proper, there is more or less unanimity 
on the ectodermal origin of the ureter, which arises a~ an invagination 
from the mantle-cavity. 

Erlanger describes~ the kidney in Paludina (1891) and Bythini~ as 
arising from the posterior wall of the pericardium (cf. Otto and Ton
niges, 1905), and later fusing with the ureter to communicate with the 
mantle-cavity. In Littorina (Delsman, 1914), the kidney does not 
arise as an evagination from the pericardiunl, but develops into a vesicle 
even before the appearance of a lumen in the pericardial part. 

Tlw heart. 

With regard to the differentiation of the heart in the Mollusca there 
is greater agreement anl0ngst the various observers as to the mesodermal 
origin of the heart and the pericardium, than is the case with the kidney. 
The exceptions ~re few and are c~nnected with those cases where the 
common rudiment for both the kidney and the heart has been taken 
to be ectodermal in origin. 

While according to Butschli (1877) and Erlanger (1891), the rudi
nlent of the pericardium and the heart in Paludina (= Viviparus) is 
mesodermal, Otto and Tonniges (1905) hold it to be ectodermal. Re
cently, however, Fernando (1931) has proved its mesodermal character. 
Similarly, Erlanger (1892) in Bytltinia, Salensky (1872) in Oalyptraea 
and Vermetus, Delsman (1914) in Littorina, Bobretzsky (1877) in Nassa, 
and Fol (1880), Poetzsch (1904), Wierzejski (1905), Heyder (1909) in 
the Pulmonates, Planorbis, Physa, A.rion, etc., have described the peri
cardium and the heart to be of mesodermal origin. Meisenheimer, 
however, describes the heart rudiment in Limax maximus (1898), Oyclas 

. (1901) and Dre~~ssensia (1901) to be ectodermal; but we find that 
Schalfeew (1888) and Ziegler (1885) had ~already traced the mesodermal 
character of these in Limax agrestis and Oyclas respectively. 

(c) The Kidneys and the Ureter. 

Tile Right 0'1' Functional Kidney and its U·teter. 

In the preceding part it has been described that the rudiment of the 
right kidney 011 evagination from the pericardiunl forlns 8. sma]], open 
pouch communicating widely with the" pericardium, and that the ureter, 
on evagination from the mantle-cavity, forms a tubular structure 
which, on further development, CODles to lie against the posterior end 
of the right kidney. 

As development proceeds (cf. Stage 4, Text-fig. 4 c) a cytolysis of 
cells, as has already been described and figured by Fernando (1931) 
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in his fig. 5, Pl. II, takes place at the junction of the right kidney, and 
the ureter with the result that a communication is odiablished between 
the two (Text-fig. 14 d). 

In the next stage of development (Stage 5, ·Text-figs. 4 d, e) the kidney 
hus grown in length and appears more or less tubular in shape and is 
directed back\vards where it communica.tes with the ureter. The ureter, 
in turn, possesses a lumen uniformly in continuation with that of the 
mantle-~avitr, rendering it difficult to nlark off the boundary between 
the two. Starting from the mantle-cavity, the ureter first leaqs back
wards and then upwards to open into the posterior end of the kidney, 
but it has a wider lumen at its kidney-end than at its mantle-cavitv
end. The wide communication of the kidney with the pericardin"in 
(Text-fig. 17 b) lies to the right of the opening of the· ureter iuto the 
kidney. As the tubular ureter increases in length, its kidney-end forms 
a bend just before opening int~ the right kidney (Text-fig. 17 c). 

In the next stage (Stage 6, Text-fig. 4 b) the mantle-cavity grows 
inwards and upwa,rds and comes to lie almost against the postero-ventral 
pericardial wall, just near the place where the kidney opens into the 
pericardium (Text-fig. 17 d). It is from this inner end of the mantle-

~~~_-Ilr. 
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TEXT-FIG. 19. Stage~ in the development of the kidJaeys arid the ureter. 

a. Trausverse section of an embryo in Stage 10, showing the opening of t.he ureter 
into the kidney and t.he mar-tle.('avity: X Ib6; b. Transverse section of an embryo 
in Stage 10, p~~sing through the gill filaments and the ure~er: X 156; c. Tr~nBverse 
section of an err~bryo in Stage 11. passing. thr.ough the op6hmg ~f the ureter Ihto t~e 
kidney, and showing the gill filaments hangIng Into the mantle-cav~ty: :< 116; d. Saglt. 
tal section of an embryo iIi Stage 11, passing through the rello.}J~rlCardutl aperture, and 
showing the" formation of the vacuoles within the kidney w:nIlh: X 176. 
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cavity that the ureter arises and runs backwards and upwards, reaching 
as far back as the middle of the posterior wall of the embryo (Text-figs. 
4 c and 17 a). The right kidney, arising from the postero-ventral wall 
of the pericardium, leads straight back to open into the now anteriorly 
directed end of the ureter (Text-figs. 4 c and 17 e). .A.t this stage the 
opening of the ureter into the mantle-cavity lies to the left of the outer 
opening of the mantle-cavity. A study of a serie~ of sagittal sections 
of the embryo at this stage shows that the opening of the ureter into 
the.kidney lies to the right of the opening of the ureter into the Inantle
cavity (Text-fig. 7 a), but to the left of t,he external opening of the 
mantle-cavity. In fact, the greater part of the ureter lies to the left 
of the kidney and the pericardium. The left inner wall of the ureter 
lies in the same plane as the intestine and the inner surface' of the invagi-
nated shell-gland. . 

As development proceeds (Text-fig. 4 f), the right kidney grows in 
size and becomes a more or less rounded sac communicating with the 
pericardium through a narrow aperture, the reno-pericardial aperture, 
which lies to the left of the opening of the kidney into the ureter. The 
kidney already shows indications of turning upwards, (Text-figs. 4 f and 
7 a), to lie against the posterior wall of the pericardium in later stages. 
The ureter is now a long tubular structure which runs posteriorly and 
keeps neaT the floor of the visceral-sac rudiment on the right side. 

In the next stage (Stage 7, Text-fig. 4 h), th.e kidney has grown larger 
in size and shows a bend towards the dorsal side (Text-figs. 4h and 8 'a): 
though the reno-pericardial. aperture still retains its original position. 
Moreover, the posterior part of the kidney shows a bulge towards .its 
right, .with the result that in sagittal sections the kidney appears to be 
divided into t\VO chambers, while in reality (as a reconstruction of these 
sections shows) there is only one chamber with a swelling on the right 
side. It is into this swollen part that the ureter now opens at its postero
ventral region (Text-fig. 8 a). The opening is comparat.ively narrow 
and lies posteriorly,. and to the right of the reno-pericardial aperture. 

The mantle-cavity has become wide and lies, as in the preceding 
stage, against the postero-ventral pericardia] wall. ..!\rising from the 
man~le-cavity through a narrow opening (Text-fig. 4 h), the ureter now 
leads downwards and backwards ann lies against the postero-ventral 
part of the visceral-sac rudiment (Text-fig. 18 a), whence it runs upwards 
.and forward to enter the kidney (Text-fig. 4 h). As development pro
ceeds, the ureter describes a wide bend at the postero-ventral end of the 
visceral-sac rudiment on its right. .After reaching about the middle of 
the height of the visceral-sac rudiment, it bends forward again and 
opens into the kidney as described above (Text-fig. 18 b). Thus, the 
ureter has got two lirpbs running almost parallel to. each other, one 
being ventra.! and communicating anteriorly with the mantle-cavity, 
while the second is dorsal and opens anteriorly into the kidney. The 
loop connecting these two limbs lies at the extreme posterior end of the 
embryo. 

In the next stage of development (Stage 8, Text-fig. 5 a) in which 
the pericardium lies conlpletely on the dorsal side immediately above 
the gastro-intestinal junction, and the mantle-cavity has grown wider 
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and lies almost midway between its former ventral,and future dorsal 
position (Text-fig. 5 a), the limbs of the ureter no longer remain parallel 
to each other but form one closed loop. Part of this looped ureter now 
lies in the postero-ventral part of the embryo, while the remaining part 
r~tains its original position. The kidney has grown nluch in size and 
has a broad cavity within it. The opening of the kidney into the ureter 
still lies to' the right of but ventrally to the reno-pericardial aperture, 
which is a clear proof of the fact that the ureter has now come farther 
forward. The opening of the ureter into the mantle-cavity is a narrow 
elongated aperture (Text-fig. 5 a) situated to the right of and ventrally 
to the opening of the ureter into the right kidney, so that all the three 
openings are situated almost in the sanie line. Text-fig. 8 b is a sagittal 
section of a slightly older embryo (Stage 9) passing through the opening 
of the ureter into the nlantle-ca vity, in ,vhich a part of the ureter situated 
dorsally runs to open into the kidney, the actual opening not being seen 
in the plane of the section. 

In Sta.ge 10 (Text-figs. 5 b, c) torsion has completed and the wide 
and spacious pericardiunl has passed over completely to the left side 
of the elubryo, carrying the kidney along with it. The large mantle
cavity occupies its final and definitive dorsal position and leads ventrally 
and to the right through a na.rrow elongated aperture into the loop of 
the ureter which lies mainly in the right half of the visceral sac (Text
figs. 19 a, b). ffhe ur~ter is now a long tubula,r structure bent on itself; 
froln the mantle-cavity it runs first posteriorly and then follows a tor
tuous course to, open dorsally into the kidney (Text-fig. 19 a.). The 
kidney has enlarged and st.retches postei'iorly so as to lie against the 
posterior wall of the pericardium but a little to the right of it (Text
fig. 9). Though the kidney has pa.ssed over to the left side of the em
bryo, the reno-pericardial aperture which was so far ventral in posi
tion, now lies, dorsally and to the left of the opening of the ureter into 
the kidney. Thus, at this stage, the mantle-cavity as ,veIl a.s the 
ureter come to lie dorsal to the level of the kidney. 

In the next· stage (Stage 11, Text-figs. 5 d, e) the kidney increases 
considerably in size and appears rhomboidal in transverse sections 
(Text-fig. 19 c). Anteriorly it lies wedged in between the pericardium 
on the left and the posterior part of the digestive-gland on the right, 
with the, anterior, part' of the intestine passing beneath it. At this stage, 
it. shows the first indica.tion of folds which project into its lumen from 
its posterior as well as its left wall. It opens dorsally into the pericar
dium at its ext·reme right postero-dorsal end (Text-fig. 19 d), close to 
the opening of the kidney into the ureter. The lnantle-cavity commu
nicates with the ureter through a narrow elongated aperture which 
lies to the right of and posterior to the reno-pericardial aperture. The 
part of the ureter which extends behind this region lies horizontally 
extended posteriorly, below the posterior extension of the mantle-cavity. 
At this stage a part of the loop of the now very much elonga.ted ureter 
is situated within the wall of the mantle on the right side .of the visceral 
sac, and extends forward to the anterior end of the kidney. Both the 
openings of the ureter into the mantle-cavity and of the ,kidney into 
the ureter lie behind this part of the ureter. 
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As development proceeds, the kidney grows la.rger but is so situated 
that it cannot grow freely in all directions. Anteriorly it is bounded 

e. 

TEXT-FIG. 20. Further stages in the development of the kidneys and the urett'r. 
a. Sagittal sectic,n of an embryo in Stage 12, showing the formation of folds in the 

kidney and the ureter: X 119; b. Sagittal section of an embryo ready to hatch, passing 
t.hrough the reno-pericardial aperture and showing the lamellar condition of the kidney 
and the ureter: X 96; c. Sagittal section of an embryo in St.age 5, passing through the 
gonad and left. kidney rudiments, and showing the differentiation of the left ureter as a 
depression in the wall'of the mantle-cavity: X 206; d. Oblique transverse section show .. 
ing the left. ureter evaginating from the mantle-cavity and a.butting against the blind 
end of the evaginating left rudimentary kidney: X 264. 

by thepericarditun, on the left it lies against the wall of the viscera 1-
sac covered over by the shell, on its anterior right lies the posterior 
end of the digestive-gland, on its posterior right the ureter, while dor
sally lie the ureter and the floor of t.he Dlantle-cavity. Thus, the kidney 
is closely pressed on all sides by other structureR, and since no more 
space is available for its expansion, the natural recourse is to fornl 
internal folds to provide an increased area for its epithelium 'whicah lIas 
npw become flattened and consists of small squarish cells with finely 
grained cytoplasm (Text-fig. 20 a). Soon, however, a further differen .. 
tiation occurs in that the cells become vacuolated. These vacuoles are 
present mostly in those parts of the cells which fa,ce the lumen of t.he 
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kidney; and, therefore, the cytoplasnl and the nuclei move towards the 
outer ends. 

Further changes that occur in the kidney during its subsequent. 
development are chiefly concerned with the st.ructure of its walls, the 
relative position of the va-rious organs in relation to the kidney Temn.in·· 
ing practically the same. The internal· folds become deeper and the 
mesenchynle cells nligrate into these folds and form their supporting 
tissue. The folds penetrate deeply into the interior of the kidney and 
thus only a small lumen is left which lies towards its right anterior 
end, where it opens, on the one hand, into the pericardium (through the 
reno-pericardial aperture) and, on the othe.r, into the ureter. 

"Tith further developnlent, there is an increase in the number and 
size of these folds accompanied by a branching of the folds to forDl 
secondary folds (Text-figs. 20 band 25 h). These folds no,v anastonlose 
and, consequently, the kidney presents the appearance of a lamellar 
gland. 'Vhen the folds increase in height, the mesenchyme cells which 
have migrated into them, get pressed into sheet-like structures a.nd thus 
the two wa.Ils of each fold are closely pressed against each other. Sinuses 
also appear ,vitllin the folds at the time of their formation and these 
persist, and are connected with the blood-vessels of the kidney. 

By the time the young snail hatches out of the egg, the kidney con
~ists of repeatedly branching and anastomosing. folds lined with a flat 
epithelium of vacuolated and gl~ndular cells. In these cells concre
nlents are now recognisable, which clearly sho\v that the excretory 
activity of the kidney has already commenced. 

As the kidney undergoes these cha.nges, the ureter 'is not left un
affected, but gradually grows towards its anterior side and comes to 
lie dorsally to the kidney. Its posterior part which is connected with 
the kidney no longer remairis a. tubular structure, but. its lumen becomes 
wider and, like the kidney, it also forms folds fronl its dorsal wall (Text-
fig. 20 b). These folds arise almost simultaneously with the formation 
of the kidney-foJds and increase in length till they meet the opposite 
\vall and thus produce a lamellar structure. The cells, hO'Never, nlRin
tn-in their original shape a.nd size, and never beconle vacuolated. 

1'he Left R'udirnentfl'l'Y [(idney. 

The origin of the left kidney as a solid thickening on the left postero
ventral wall of the left pericardiul11 has already been described. The 
l'udiInent of the left ureter arises as an eva.gination from the left inner 
\valf of the lliantie-cayity at a la.ter stage, but it. relnains very small 
as compared with the ureter of the right side . 

.. ~ the embryo grows, the development of both the left kidney and 
its ureter (=efferent duct) proceeds so slowly as to give the inlpression 
of arrested gro,vt.h. Text-fig. 16 9 is a transverse section of the visceral
sac rudilnent of an .embryo in Stage 5, B.nd passes through the rudiment. 
of the left kidney which is still a solid thickened growth without any 
indication of an evagination. It lies close to the rudiment of the gonad. 
Fig. 20'c is a sagittal section of the visceral-sac rudiment of B·Il embryo 
of the same stage, i.e., Stage 5, which shows the rudiment of the left 
kidney a.no also' a slight depression in the ,vall of the mantle-cavity 
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directed towards the left kidney rudiment. This depression is the 
rudilnen t of the left ureter . 

... .\s development proceeds, the middle of the left kidney-thickening 
evaginates and the kidney-cells become arranged round its narrow lunlen 
in a single layer (Text-fig. 20 d). The lumen retains its communication 
with the J?~ricardium t.hrough an aperture which can be described as 
the left 'teno-pericardial aperture. Meanwhile, the ureter rudiment 
deepens to fOJ;m a snlall tubular l~ft ureter which grows inwards and 
abuts against the blind end of the left kidney rudinlent, but has not yet 
opened into it. 

In an embryo in 'which complete torsion has taken place (Stage 10) 
the left kidney leaves its former ventral position and comes to lie dor
sally. In a transverse section of the visceral-sac rudiment of an embryo 
in this stage it is seen that the original left kidney, after rotating through 
1800

, becomes tlle topographical right kidney. This kidney is now a 
small vesicular structure 'opening into the pericardium through a small 
and narrow left reno-pericardial aperture (Text-fig. 22 a) and lies at 
the right dorsal end of the spacious pericardium. The left ureter has 
already opened into it and is a long tube with a narrow lumen. 

The morphologically left rudimentary kidney and its uret.er are 
closely connected with the genita.l organs of the animal and so t.heir 
further fate is discussed along with the developtnent of the reproductive 
organs. We may note here that this kidney and its ureter persist in 
Pila, but do not function as excretory organs-they function together as 
the genital duct. 

Thus, a close study of the development of the left kidney clearly 
establishes the fact that it does not " disappea.r at an early stage" in 
Pila, as stated by Fernando1 (1~31), but that. it persists and is closely 
connected with the development of the reproductive organs. 

Previous work and discussion.-Numerous accounts of the structure 
and relations of the Gastropodan kidneys have been written, especially 
by authors who were interested either in tIle relationship of the two 
kidneys in the Diotocardia or in the homology of the single IVlonoto
cardian Kidney with either one or the other of the Diotocardia. These 
accounts are chiefly based on compara.tive anatomical work and contain 
a large number of contra.dictory statements. Three views have been 
propounded; one set of workers maintain that the single kidney of 
the l\ionotocardia is homologous with the left kidney of the Dioto
ca.rdia (Pelseneer, Lang a.nd Herschler) ; the second set hold the oppo
site view, i.e., the Monotocardian Kidney is hOIl1ologous with the right 
kidney of Diotocardia (Haller, 1886; Randles, 1905; etc.) ; ,vhile the 
third view is that the Monotocardian kidney is honlologous with both 
the kidneys of the Diotocardia (Perrier, 1889 ; Woodward, 1901). Erlan
ger (1891) was ,the first to prove, by a study of th~ development of 
Paludina, that the single kidney of Pal~ina (which is in reality the 

1 ]'ernando (1931) is not very clear in his descript.ion of the left kiduey. He simply 
states thdt the rudiment of the left kidney arises as an evagination from the left peri
caJ'dium below the intestine, but ill his fig. 4, Pl. I, he represents it as a thickened growth 
rather than as an evagination. Fernal1do's fUl'thel' statement that the left kidney 
disappears" without coming in contact with the mantle-c&\"ity "" is [Jot supported bv 
t·he development of Pila globo8a. • 
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morphological right, though topographically the left, kidney in the adult) 
corresponds to the left kidney of the Diotocardia. He showed that a 
rudimentary morphologically ~left kidney makes its appearance, to dis
appear later. But Drumnlond (1903) and Otto and Tonniges (1905) 
s~owed t.hat the rudimentary Inorphologically left kidney, does not 
dlsappear a.s Erlanger had thought, but perRists and subsequentJy comes 
to lie on the right side of the pericardillln a.fter undergoing a complete 
rotation th~ough 1800 and becomes connected ,vith the genital systen1 of 
the animal. 

I do not wish to enter into a discus~ion of the relationship of t.he two 
kidneys in the Diotocardia and their honlology with the single kidney 
of the Monotocardia, as this point has alrea.dy been exhaustively dealt 
with both by Otto and Tonniges (1905) and Sachwatkin (1920), who,. 
after a survey of all the evidence, reached the conclusion that the'kidney 
of the Monotocardia, whether it consists of a. single or a double chanlber, 
is honlologous with the left kidney of the Diotocardia. Fernando (1931), 
on the basis of the developnlent of this organ in Arnp'¥Ua;ria (Pila) 
gigas, Rupports this view. My own investigations, while confirming the 
conclusions of Fernando, have also reyealed the fact that the morpholo-· 
gically left rudimentary kidney does not disappear, as· stated by Fer
nando, but tha.t it· persists, as in the case of PaZudina (Otto and Tonniges 
1905), and becomes intima.tely connected with the genital system of the 
animal. 

Prashad (1925), after giving a. hrief summary of the earlier works 
on the kidney of Am pullariidae, describes that " the renal-organ of 
Pila globosa, as of a~l Anlpullariidae, consists of two chambers (i) a right 
anterior, and (ii) a left posterior, which lies somewhat to the left of and 
poster,ior to the anterior chamber. These two parts, though they are 
homologous with the two chambers in other Taenioglossa, are not similar 
in structure to that of any for~ in which the renal organ has been pro
perly investigated" On accoun~ of this difference in structure, Prashad 
refers to them" by the non-committal names of the anterior and the 
posterior renal chambers" A study of the development of the kidney 
in Pila globosa proves, as has been described by Fern~ndo (1931), that 
the "Kidney" is the homologue of the "posteriQr renal chamber" 
of Prashad in the adult animal, and that his " anterior renal chamber" 
corresponds to the "ureter" Thus, it is evident that the so-called 
anterior and posterior renal chambers are quite distinct .structures of 
separate origin-the posterior renal chamber or true kidney is mesoder-:
mal in origin, while the ant.erior renal chamber is ectodermal in origin 
and constitutes the ureter. Agreeing ,vith Fernando, I have preferred 
to describe it as the ureter because of its great resemblance to the ureter 
of Paludina and also because of its ectodermal origi,n. 

Prashad (1925) writes: "The mode of excretion in P. globosa and 
other Ampullariidae appears to be similar to that. in other Prosobranchs, 
except that probably both the chambers in this family have an excre
tory function, and the posterior is not of the nature of a nephridial 
gland.· Owing to the single external opening, excretory products from 
the posterior chamber are ~lso collected together and poured into the 
anterior chamber whence they are discharged into the mantle-cavity." 

j 
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This statement is incorrect because it is only the posterior chamber 
which is glandular and has a vacuolated epithelium containing excretory 
granules, while no excretory mat.ter is ever seen stored up within the 
non-vacuolated cells of the "anterior renal chanlber" which corre
sponds to t.he ureter and is non-glandular. The ureter, in fact, corre
sponds to the sinlilar structure in Paludina, and simply collects the '\\·aste 
products excreted by the glandular kidney and conveys them to b.e 
discharged into the mantle-cavity. 

Finally, I must add a few words about the structure of the kidney 
it~elf. Haller (1886), Pelseneer (1896) and Randles (1905) describe the 
Prosobranch kidney as an acinose gland, and that it is the cavities of 
the acini constituting it wh.ich unite with each other and give rise to the 
principal branches which lead into the urinary chamber. In contrast 
to this, Perrier (1889) after making a comparative 3.natomical study 
of the Prosobranch kidney in different forms, arrived at the concl~sion 
that the kidney consists of a sac-like structure which is divided by a 
large number of trabeculae lined with glandular cells. Erlanger (1891), 
after tracing out the full development of the kidney in Paludina, con
firms the view.of Perrier; and my own observations outlined in the pre
ceding pages fully corroborate the fact that the walls of the simple sac
like kidney, \vhich like that of Paludina can be compared to the simple 
kidney of H (lliotis, become folded inwards, and that from these folds 
secondary folds arise which, on further development,jncrease in ~umber 
and after anastoDlosing with one another give the adult kidney a lanlellar 
or spongy nppearance. 

D. The Pe1'icardium, the Heart an(Z the Blood- Vessels. 

The Pericardium and the Heart. 

I have already described that the heart first appears as a thickening 
of the posterior wall of the pericar.dium just above the right kidney.1 
This thickening develops into a knob-like growth consi~ting of more or 
less loosely arranged cells which projects into the cavity of the pericar
dium. On further growth the thickening forms a small invagination 
into the pericardial cavity and thus the original knob-like rudiment 
of the heart develops into a small pouch which hangs down into the 
cavity of the pericardium and is now lined by a single layer of cells. 

With further development, the invaginated pouch reaches the oppo
site wall of the pericardium with which it joins and fuses. During 
this period, this rudiment of the heart remains confined to the dorsal 
part of the pericardium and stretches obliquely across it. In a longi
tudinal section, the heart appears as a straight tu~e. Text-fig. 21 a 
is a transverse section of an embryo in Stage 5 in which the heart is 
seen stretching obliquely across the dorsal part of the pel~ica.rdium in 

1 Fernando (1931) describes the heart at a Dluch later stage, He does not mention 
as to how or where it o1'iginates, but simpJy states that it "begins to be differentiated 
within the pericardium". From his description (he has not shown the heart in his 
figures) it is clear that it is a comparatively late stage in ",hi~h .the heart rudiment hU8 
alrt'ady diffel'~ntiated into the aUl'ic]e and the v~ntric1c. 
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the fortH of a small, narrow, undifferentiated tubular structure, the 
lunlen of which cOllIIDunicates at both ends with the body-cavity of the 
embryo. .. 01 

TEXT-FIG. 21. Stages in the development of the heart and the pericardiuln. 

ll. Transverse section of an embryo hi Stage 5, passing through the pericardium 
and showing the heart rudiment: X 223; b. Sagittal section of an embryo in Stage 6, 
passing t.hrough the pericardium and showing the heart rudiment: X 223; c. Trans
verse section of au embryo in Stage 7, showing the differentiation of the a.uriele and 
t.he vent,ric1e: X 133; d. Transverse se(~tion of an embryo in Stage 10, passing throuih 
the auriculo-ventricular aperture: X 127; e. Sagittal section ~hrough the pericardium 
of an Clnbryo in Stage 11, showing the auriculo-ventricular aperture: X 132. 

At a slightly later stage, the pericardium has increased further in 
dimen~ions, and at a.bout the nliddle of its extent it occupies the entire 
space between the anterior part of the intestine and the body-wall. 
Alnlost in the nliddle of the tubular heart there appears a thickening 
which, a little later, develops into a circular constriction gradually 
dividing the heart into t\v.o parts. These two parts develop later into 
the -auricle and the ventricle. Text-fig. 21 b is a sagittal section of an 
embryo in which the pericardiunl has grown antero-dorsally on the right 
side of the intestine, and the hea,rt, still situated within its postero
dorsal part, lies to the right of the reno-pericardial aperture. The 
section sho,vs the thickening of the wall of'the heart, which later forins 
the annular constriction. 

In the next stage (Stage 8), a further differentiation of the heart 
has taken place-it is no longer tubular in shape but has broadened 
at the region of the constriction. Text-fig. 21 c is a transverse section 
of an embryo in \vhich the pericardiulIl has considerably increased in 
dimensions and has completely shifted upwards to lie dorsally across 
the junction of the intestine and the stomach; within the pericardiunl, 
.the auricular and the ventricular parts of the heart are well differentiated. 
They are broad at their junction with each other at the constriction, 
but become narrow to\\iards their outer ends. 
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Being no longer hampered by the limit.ed spac~ between the gastro
ihtestinal wall and the body-wall, the pericardium develops into a very 
wide thin-walled chaluber extending almost in a,l1 directions. It is 
bounded on its ventral side by the gastro-intestinaI wall, on its anterior 
and left side by the everted shell-gland, on its right by the body-wall, 
3,ud posteriorly by the kidney. 

As torsion proceeds, the pericardium follows suit, so that by the 
time torsion is completed, the pericardium, along with the heart con
tained in it, shifts downwa.rds towards the left side in the visceral mas~. 
Text-fig. 21 d is a transverse sectiol). of an embryo in which complete 
torsion ha~ just taken place (Stage 10). At this stage the pericardium 
is a very wide sac but has an extremely t.hin wall with flattened cells; 
it extends anteriorly as far as the digestive-gland, while posteriorly 
a.nd on the right, it is bounded by the kidney. The posterior limit 
of the pericardium is almost in the saIne plane as the anteri~r end of 
the origin of the rudiments of the gill-filaments. The pericaxdium is 
broader dor~lly and, due to lack of space, narroyvs gradually towards 
its ventral end. The heart, ,vhich has grown considerably in size, still 
lies obliquely in the posterior part of the pericardiunl. The auricle 
is a thin-walled bag full of blood and its ,vall is lined with flattened cells 
connected with one anot.her only through their drawn out, ends. The 
ventricle, which is elongated dorso-ventrally and lies in an obliquely 
ant-ero-posterior direction, is a pear-shaped st.ructure whose cells lie 
close together and are not flattened, t.hus forming a thicker wall tha,n 
that of the auricle. I ts upper part which communicates with the auricle 
is broader, while it tap~rs towards its ventral end which lies against 
the intestinal loop to open into the aorta. The auricle and the ventricle 
have separated almost completely from each other by the deepening 
of the constriction, although they communicate' with each other 
through the narrow auriculo-ventricular aperture. It is difficult to 
give the exact ~utlines of the heart a~d the pericaraiuln, as thp.se vary 
greatly due to systole and diastole~ and are also greatly affected by 
the fixa ti ves ubed. 

The pericardium and the heart now lie in their definitive pO,sitions 
on the left side of the visceral sac, so that the heart, which became 
differentiated from the wall of the pericardium when the latter lay on 
the right side of the intestine, has rotated to the right through 1800 

and no,,' lies at its adult. de~tive position on the left side. 
In the next stage (Stage 11), the pericardium has still further in

creased in size, and the muscle-fibre-forming cells have already developed 
and can be easily dist.inguished fronl the endothelial cells of the ven
tricle, the ventricular walls having become much thicker. Text-fig.' 
21 e is a sagittal section of an embryo in which the muscle-fibres are 
already laid, the' auriculo-ventricular aperture has considerably nar
rowed and is protected by two septa which will develop later into valves. 
These rudimentary sept.a are here seen hanging into the ventricular 
chamber, a condition which is met with in the adult stage. They are 
arranged in such a manner that, on the contraqtion of the ventricle, 
the blood cannot, flow back from the ventricle into the auricle. 
This is so on account of the closure of the auriculo-ventricular aperture 
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by these septa, which act as rudimentary valves. The blood is thug 
,propelled only into the aorta. 

Anlong Gastropods three types of development of the heart and the 
pericardium have been described. These are: (1) In the. first type, 
comprismg the majority of forms, the differentiation of the vericardiulIl 
takes place first, and the rudiment of the heart appears in its wall 
afterwards, i.e., it follows the same course as has been described 
above in Pila globosa. (2) In the second type the reverse is the case, 
i.e .. , the heart arises first, and is followed by the differep.tiation of the 
pericardium. (3) In the t.hird type the pericardium and'the heart arise 
almost simultaneously. 

The Blood-Vessels. 

The origin and developnlent of the blood-vessels in Pila globosa is 
similar to that c1escrib~d in other Gastropoda, such as Paludina 
(Erlanger, 1891). I shall not, therefore, give a detailed account of it. 

The blood-vessels arise quite independently of the heart. They 
arise in the form of intercellular spaces or sinuses of indefinite shape 
and size in between the mesenchynle cells lying scattered within the 
body-cavity. T4ese ~inuses appear in a very early (Stage 1) and are 
situated at different regions of the body. They are surrounded by 
flattened 111esenchyme cells \vit.hout any definite walls. One such large 
sinus is present at the anterior end of the embryo just beneath the 
stomodaeum, while a.nother is present at the base of the foot beneath 
the primitive stomach, and similarly there are others in other parts of 
the body. These have been described by some authors as being cap
able of pulsat,ing even before the differentiation of the heart (as in Palu
dina), but in Pila no such pulsations can be seen in its early stages owing 
to the opacity of the eUlbryo. The presence of sinuses in the early 
stages can be made out only on cutting sections, but in later stages, 
when the food-yolk has been absorbed and the embryos become more 
or less transparent, these sinuses c~n be easily made out not only in 
the living condition but even in the whole mounts after fixation. In 
the former case t.hey are transparent; in the latter they take a lighter 
stain than the other parts of the body. 

There is one remarkable fact noticed ,vith regard to the position of 
these sinuses, viz., that they arise exactly at those places where 'later 
on (as seen in the adult) the blood-vessels are formed. As developluent 
proceeds, these sca~tered primary sinuses enclosing the priInary body
c~vity, in contrast to the heart \vhich represents the secondary coelolIl, 
becoDle narro\ver al~d llarro,,'er, until finally they join each other 
and fornl blood-vessels. The vessel which joins the open end of the 
ventricular part of the heart gives rise to the aorta. In Text-fig. 23 ~, 
which. represen ts a transveJ;Se section passing .,through all embryo iu 
St.age 11, the aorta is seen arising from the ventricle. The veins 
(the pulmonary, the efferent ctenedial and the efferent renal) arise 
Dluch later than the aorta, and open dorftally into the auricle. Of 
these, the efferent ctenedial vein differentiates first and is formed 
from sinuses in the mantle, especially those at the base of the gill
leaflets, 'when the latter ale differentiated on t~e future inner side 
of the mantle. These sinuses unite to open into the auricle. 
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E. The Gonad and the Genital Duct. 

The origin of the, gonad rudiment as a thickening of the rool of 
the pericardiunl at its extrelne left end, situated dorsally to the left 
kidney rudiment, has been alrea.dy described above. To begin with, 
it consists of a few cells only, but as development proceeds, the rurli
IDent increases in thickness (Text-fig. 16 g) by a proliferation of cells 
next to the digestive-gland, the cells travelling ventra.I-wa.rds and 
producing a cord of cells. Subsequently (Stage 6), as a rcsult of 
torsion of the visceral-sac rudinlent, the gonad rudinlent is also 
transposed to the right side of the digestive gland, and. comes to lie 
at the left inner end of the floor of the pericardiuln. Unlike the 
evagination of the kidney rudiment and t.he invagination of the heart 
rudiment, the gonad rudiment develops in the form of a solid cord of 
cells. But an important fact to be observed is that, in spite of the 
torsion, the gonad rudiment, retains its position next to the digestive 
gland throughout the course of its development. 

In early stages, the left kidney rudiment lies on the ventral side 
of the gonad rudinlent, but when the pericardiuul shifts completely 
towards the right, the gona<;l comes to lie anteriorly to the left kidney 
rudiment, though close to it (Text-fig. 20 c). This proximity of the 
two rudinlents ·is due to the narrowed lumen of the- rudimentary left 
pericardia.! sac, between the left kidney and gonad rudiments . 

. A.s the visceral-sac ruilinlent undergoes a complete rotation (Stage 
10), the pericardium a.Iong wit.h the gonad and kidney rudiments, passes 
over to the left side of the visceral sac. Consequently, the kidney and 
the gonad r:udinlents come to Jie on the extreme right of the peri car
diuul, instead of their fornler ventral position. Besides, the relative 
positions of the gonad and the left kidney rudiment are reversed, the 
left kidney rudinlent now lying dorsally to the gonad rudiment, although 
the two still lie close together. Text-fig. 22 a is a transverse section in 
which the gonad rlidiJnent lies ventrally to the kidney rudiment, but 
is so close to it that a sharp line of demarcation between the two cannot 
be drawn. It should be noted here tha.t the left kidney rudiment never 
becomes differentiated to form a functional kidney but is incorporated 
into the gonad into which it is assimilated. 

At the next stage of development (Stage 11), the distal end of the 
gonad rudiment lying close to the digestive gland develops a cavity 
within itself, while its proximal part lying beside the kidney still re
mains solid (Text-fig. 22 b); and the kidney itself communicates with 
the pericardiunl through the narrow left reno·pericardial aperture. 
Text-fig. 22 c is a transverse sect.ion of the visceral--sac representing the 
position of the gonad ruditnent (shown magnified in text-fig. 22 b) in 
relation to the other organs; while Text-fig. 22 d, is a serni-diagrammatic 
repre&entation of the left ureter of the rudimentary kidney of the salne 
c)ubryo, showing its opening into the la.tter at its inner end, and int.o 
the mantle-cavity at its outer end. 

As rlevelopment proceeds, the gonad rudiment becomes hollow 
throughout its length, that is to say, the cavity which started first at 
its distal end now extends right upto its proximal end. This cavity 
however, does not communicate with that of the rudimentary left kidney. 
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Hereafter (Stage 12), the gonad rudiment develops rapidly. Proxi
mally, the root of the gonad merges completely into the left kidney rudi .. 

a. 

'rot. 

"'--""'.---.m.c. 

d. 

'l'EXT-FIG. 22. Stages in the developmellt of the gonad and the ureter. 
,t. Transverse section of an embryo in Stage 10, passing through the left rudimen

tary kidney, the left reno-pericardial apert.ure and the gonad: X 264; b. Transyerse 
section of an embryo in St.age II, pas~ing t,hrough t.he gonad and showing the forma
tion of the cavity nt. its distal end: X 260: c. Transverse seC'tion' of the same embryo 
as in (b), Rhowil1g t.he relation of the gonad with t.he other organs of the body: X 46 ; 
d. Diagramn'atic representation of the left ureter opening into the left kirlr.tey and the 
ma.htle-(·&vity, in a tran~ver8e section of the Clnbryo ill Stage II: X 260; e.. ·'frar.sverse 
section of the embryo ill Stage 12, showing the gonad communicating with the left rudi
merl tary kidney: X 200. 

ment, "rith the result that its cavity no\v communicates \vith that of 
this kidney, and, through it, with that of the mantle-cavity 'I)ia the 
ureter of the left kidney; i.e., the left ureter becomes transformed into 
the genital d~ct of the adult. Distally the gonad forms a bend along 
with that of the digestive-gland. At this IStage of development as well 
as in later stages, I could not observe the reno-pericardial r aperture of 
the rudinlentary kidney, and believe that it has disappeared. 

By this time a.ll the essential relations between the various parts of 
the reproductive system are fully established, and fur.ther development 
consjgts only of the differentiation of this gona.d rudiment into either 
the male or the female genital organs., I have llot, however, followed 
this differentiation. 

Discussion.-It is evident from the foregoing account that in P?:la, 
8S in Paludina (Erlanger, 1891 ; Drummond, 1903; Otto and Tonniges, 
1905), the gonad rudiment and the fqdimentary left kidney with its 

'E 
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ureter are closelv connected with each other, and that this rudimentary 
kidney, after f~sing conI pletely ,vith the developing gonad ~udiment, 
takes part, along with its ureter, in the forlnation of the geilltal duct. 
The latter is, therefore, not an independent fornlation. 

Fernando (1931) says that "the genital organs (with which the 
morphologically left kidney of the embryo is associated in Vi1,1:parus) 
do not develop in ~he embryos of Ampttllaria gigas, till after they are 
hatched, so that it is possible that the genital duct may be a new forma
tion. Further, no opening into the nlantle-cavity was observed in con
nection with the morphological left kidney" But., it is clear from 
my observations that Fernando's conclusions are incorrect. He seems 
to have overlooked the early stages of the gonad rudiment, and, sur
prisingly enough, missed it even in the later stages, where it is quite a 
distinct structure, especially in his Stages 9 and 10~ when the torsion 
is complete, and the embryo has a snail-like appearance. 

F. The Respiratory Organs. 

Pila globosa is a fresh-water form, but is also adapted to a terres
trial mode of 1ife. In water, respiration is carried on by means of its 
ctenidium or gill, while on land, aerial respiration comes into play through 
its pulmonary sac or lung. 

Brooks and McGlone (1908) have given a detailed and lucid account 
of the development of the respiratory organs of Ampullaria (Pila) de
pressa. My own observations on Pila globosa are almost in complete 
agreement with theirs as regards the origin and developnlent of these 
organs, except for a few differences in minor details in the case of the 
lung. I consider it unnecessary, therefore, to describe the development 
of these organs in detail and gi~e here only a brief sumlnary of my 
o bserva t.ions. 

TIle Gill. 

The first traces of the gill rudiment are discerned in Stage 8. Text
fig. 23a is a transverse section (passing through the pericardium and 
the gastro-intestinal junction) in which the epithelium on the right side 
is clearly thiekened and its cells have become tan and columnar. This 
thickening is the first formation of the gill rudiment, which lies just 
dorsally to the concave thickening fronl which the visceral ganglion is 
delaminated in earlier sta.ges, but which is now composed of a single 
layer of tall columnar cells. Text-fig. 23 b is a horizontal section of an 
embryo in Stage 9, which sho\vs three thickenings or ridges developed 
from the inner wall of the mantle. Two of these thickenings are sepa
rated from the third which lies to their left, by an infolding of the mantle
epithelium.! This infolding is the rudiment of the pulmonary sac, while 
the two thickenings on its right are the rudiments of the gill, and the 
one on its left is t.he rudiment of the osphradium. The rudiments of 
the gill and osphradium are thus seen as parallel ridges and fully confirm 
the statement of Brooks and McGlone (1908) that" the gill, the lung 

1 Text-fig. 23b, unlike other figures of sections, has been drawn in such a way that 
the Jeft side of the figure is in reality the right side of the embryo, and vif!e·'ve'rsa. 
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and the osphradiunl of Ampullaria arise simultaneously or nearly so in 
the embryo" 

As development proceeds, other thickenings and outpushings re
presenting further rudiulents of the gill-filaments arise along the iunel 
dorso-Iateral surface of the mantle. Text-fig. 19b is a transverse sec· 
tion passing through the gill rudiments of an embryo in which torsion 
has a.Iready been conlpleted and the first rudiInents of the eyes have 
also appeared (Stage 10). The part of the mantle lying dorsally to 
the pericardium in the preceding stages (Text-fig. 23a) has now be .. 
come dorso-Iateral in position, after passing over to the left side of the 
embryo. Consequently, the rudiments of the gill-filaments, six to 
eight. in number, now lie on the left side and project from the inner 
wall of the mantle-(Text-fig. 19b) into the mantle-cavity. On examining 
a series of consecutive sections (Text-figs. 19a, b), one finds that the 
ectodermal thickening, from which the visceral ganglion had originated, 
now Jies at the extreme left of the mantle-cavity, just dorsally to the 
pericardium, and that the gill rudiments lie posteriorly but dorsally to 
this ectodermal thickening. 

mtf. 

TEXT-FIG. 23. Stages ill the development of the gill and the lung. 
a. Transverbe section Gf the visceral-hac rudiment of an embryo in Stage 8, passing 

through the thickening of the gill rudiment: X 127 ; b. Horizontal bection of an embryo 
in Stage 9, showing the differentiation of the rudiments of the gill-lung and the osphra. 
dium: X 157; c. Transverse secti(.D of an embryo in Stage 11, passing through the 
opening of the lung into the mantle-cavity. X 90; d. Trarisverse section of an embryo 
in Sta.ge 11, passing t.hrough the opening of the lung into the mal1tle-cavii.y; X 65. 

The rudiments of the gill-filaments first appear as solid outpushings 
of the epithelial wall POJIlJl1ete1r p.JJ~d up with compact ;masses of the 

E2 
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subjacent mesenchyme cells. As development proceeds, the~ rud~
ments increase in size, and the mesenchyme mass in each rudIment 18 

detached from t.he outer epithelium and forms a bund-like structure in the 
middle of each filament. Very soon, however, these mesenchyme bands 
break up into loose cell~ in the older filaments (Text-fig. 19c). Each 
gill-filament thus becomes a long tubular structure with mesenchyme 
cells lying scattered in its cavity. The 1"0"" of filaments is attached 
to the wall of the mantle which forms its ctenidial axis. Each filament 
consists of a double wall of epithelium composed of cubical cells, each 
with a rounded nucleus and a distinct nucleolus; the cells are ciliated 
on their outer surfaces. The elongated space enclosed between the two 
walls of each filament is traversed here and there by scattered mesen
chyme cells, "Thich later develop into muscle-fibrils. These fibrils rIm 
transversely across the filament and form a series of septa dividing the 
space between the two walls into smaller spaces called "lacunae", 
which communicate with one another and also with the pulmonary 
sinus, the origin and development of which has been described by Brooks 
and McGlone (1908). 

The gill-filaments continue to increase in size as well as in number, 
so that, by the time the embryo hatches ~ut, the number of these fila
ment;-, reaches as many as 35 to 45 in each gill. Moreover, all the lam
ellae (filaments) are not of equal size, the largest lamellae being in 
the middle, and their size gradually decreasing towards the Itwo ends. 

Like other Pectinibranchiates, Pila possesses only one gill which is 
topographically the left, but morphologically the right. In spite of 
careful observations" I have never been able to find any trace either of 
a rudimentary left ctenidium or of a second ro,v of filaments even in 
the very early stages of its development. 

. According to Laukester. the l)l'imitive gill of Mollusca was· a ctenidium-a stalk 
wlth plates ver~7 much like the gills of Chiton and Fi.lJts·urt~lla. Speugel derives the proso .. 
branch gill from the gill of some primitive form like Chifon, and according to him. the 
present form of the prosobranch gill is formed bv a gradual coalescence of t,he free distal 
portion of the gill with the mantle-wall. The clnbryologicaI history of the gill in Pila 
does not. confirm the hypothesis of SI)engel. The course of development throughout 
the Pectlnibrachiata (Monotocardia) is ~irnilal' to what I have found in Pila. There
fore, in the words of Osborn (1886), " it does not seem safe to accept the conclusioDS 
of Spengel and LanI{ester, that the Ctenobranch (=Monotocardian) gill is derived from 
a featheJ'-form gill, H],e that of Fi8surella, by t~e fusion of one side with the body-wall". 

The /..;ung. 

. The lung, as has already b~en pointed out, arises as an infolding of 
t~e mantle epithelium almost simultaneously with the formation of the 
gill ~nd osphradial rudiments. Text-fig. 23b is a horizontal section 
passmg through the gill and osphradial rudiments, between which lies 
the lung rudiment, a position which is maintained to· the last. Text
fig. 21d is a transverse section of an embryo in Stage 10, passing through 
th~ Jung rudiment which appears as an invagination, 1ying a little pos
terl?rly t~ and to the right of the osphradial rudiment. This lung 
rudIment IS well marked in Text-fig. 19a which is a transverse section 
of a slightly older embryo. 
. In. the next stage (Stage 11), the lung rudiment b~comes further 
mvaglnated into the substance of the mantle, just posteriorly to the 
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osphradium (Text-fig. 23c). Brooks and McGlone's description of this 
stage agrees with mine, but I find that in their fig. 13, PI. 4, and fig. 14, 
PI. . 5, they 'vrongly label as lung rudiment the thickened epithelium 
whIch surrounds the extreme left end of the mantle-cavity, and from 
which the gill rudiments and the visceral ganglion have already arisen. 
The ac~ual lung rudiment lies a little anteriorly (Text-fig. 23c), and 
Occurs In the anterior sections of the same series, the posterior sections 
(~ext-fig. 190) of which show the condition exactly comparable to the 
dl~grams of Brooks and McGlone in which they ~have misinterpreted the 
part of the mantle-cavity as the lung-groove. 

Similarly, Brooks and McGlone have missed the lung rudiment in 
their fig. 11, PI. 3, and fig. 12, PI. 4. In these two figures, t:&ey have 
indicated the posterior part of the mantle-cavity as the lung rudiment. 
It is a'mistake which is quite natural if the par~ of the mantle-cavity 
labelled as " l.g. " in figs. 13 and 14 be accepted as the lung-groove. 

Text-fig. 23d is a transverse section of anI embryo which is slightly 
older. It passes through the lung-opening as well as through the lung 
itself, a.nd sho\vs the la.tter as a flat, elliptical structure, dorso-Iateral 
in position. Froln this stage onwards, right up to the hatching stage, 
the position and structure of the lung in Pila globosa completely agrees 
with that given in figs. 15, 16 and 17 and 18 of PIs. 5, 6 and 7 respectively 
of Brooks a·nd McGlone in Ampullaria depressa. The lung having 
grown larger, now occupies a considerable space within the substance 
of the mantle, and only two very thin la,yers of connective tissue separate 
it from the inner and the outer epithelia of ~he mantle. 

In later st.ages the dorsal epithelium of' the head-vesicle forming 
the floor of the mantle-cavity becomes raised into a fold-like valvular 
structure, kno\vn as the epitaenia, which acts like an incomplete septum 
and divides the mantle-cavity into two incomplete chambers of un
equal size. The smaller chamber lies towards the right, and is known 
as the branchial chamber, as it contains the gill, while the left is the 
spacious pulmonary chamber and contains the opening of the lung and 
the osphradium. 

According to BrC?oks and McGlone (1908) "the llmg of A;mpulla1·ia 
becomes functional before the gill does; for, the newly hatched 
young die very quickly if they are prevented from leaving the water 
while the adults survive a long immersion" I also found that the 
newly hatched young, lying in open glass dishes containing moist earth 
and a little water, crawled out of the dishes probably in quest of food, 
but after moving a few feet, shut themselves up within their shells and 
remained so for a considerable time (6 to 10 hours), and were found to 
be alive when brought ba.ck to water. 

Previous worlc and discu$sion.-Prashad (1925)' considers the lung 
as a new structure or only a part of the second cterudium which, in 
response to aerial respiration, has been developed in close association 
with the gill and the osphradiwn as a specially modified structure" 
Pila belongs to the family Pilidae (=Ampullariidae) \vbich is the only 
family of Streptoneura in which the gill is present simultaneously with 
the lung. The Pectinibranchiata (Monotocardia), to which the family 
Pilidae belongs, are characterised by having a single ctenidium, and 
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no trace of a second gill, even in a rudimentary form, ,is found throughout 
the course of development. Therefore, from a study of the develop
ment of the lung in Pila globosa, I arrive at the conclusion that it is 
a new structure a.ltogetber which has developed by the modifioation of 
the rna,ntle, and that it is not at all a modification of a second ctenidium. 

Unfortunately little work has been done on the origin and develop
ment of this organ in other Gastropoda, and the little that is known 
concerns on Iv the Pulmonata. While there is some unanimity concern
ing the origin of t.he lung in the terrestrial Pulmonates (Stylommato
phora), in the case of the aquatic Pulmonates (Basommatophora) opi
n~ons differ. The lung arises after the formation of the mantle-folds 
and the mantle.'!. cavity , and is considered as a derivative of the latter, 
as in Lymnaea, (Wolfson, 1880) and Planorbis (Rabl, 1879). Fol (1880), 
on the other hand, does not agree with this view, and believes not only 
in the independent or separate origin of the lung-cavity, but even in 
its earlier formation, for he says: " the mantle-cavity is only a secondary 
invagination and should not be confused with the pallial-cavity", i.e., 
the lung-cavity. Though Lankester (1874) believes in an independent 
origin of the lung-cavity, yet he agrees with Rabl (1879) and \Volfson 
(1880) in its secondary formation, that is to say, that the lung-cavity 
arises w~en the mantle-folds ha,ve already been formed. Again, all 
the four authors do not agree on the manner of its origin. Lankester 
desoribes (in Lymnaea) the lung as a simple depression arising on the 
right side, hidden below the overhanging mantle-lobes, when the latter 
are already covering a considerable part of the body. Rabl (1879), 
on the other hand, describes in Planorbis that as the mantle grows fur
ther, its growth takes place more on the right than on the left side. 
Soon a shallow indentation takes place on the right side, which soon 
deepens and forms the rudiment of the respiratory cavity. 

"\\T olfson (1880) gives an altogether differen.t origin of the respiratory 
cavity in Lymnaea. It arises" by the fusion of the right margin of the 
mantle which extends more on the right than on the left side with the 
body-integument, only a small aperture, the respiratory aperture, being 
left which leads into a deeply ,videning part of the mantle-cavity-th~ 
lung-cavity" Thus the lung-cavity is shown to be a transformed 
mantle-ca vity . 

In the Stylommatophora, on the other hand, we find that the lung
cavity arises quite independently of the formation of the mantle-fold 
or the mantle-cavity, as in Helix (Fol, 1880), Limax (Meisenheimer, 
1898) and A'J"ion (Heyder, 1909). Not only this, bu~ Heyder has also 
stated that in A'rion the lung arises as an ectodermal invagination even 
before the presence of any trace of either a mantle-cavity or a mantle
fold. Heyder has traced the complete development of the lung-cavity 
in Arion and has found that it originates as an altogether separate struc
ture from the mantle-cavity which is a secondary formation. Other 
aut.hors have described it as an ectodermal invagination arising almost 
simultaneously with the mantle-cavity, but according to Heyder they 
have either " ov~rlooked the first invagination of the lung or failed to 
recognise its significance, and have noticed it together with the mantle
cavity appearing a little later" 
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From the above review of the origin of the lung amongst the different 
~orms both of the Basommatophores and the Stylommatophores, one 
18 led to the conclusion that the lung has two different kinds of origin 
am~ngst the Plumonata, i.e., while it arises separately in the case of 
StyJommatophores (e.g., .L4rion) , in the Basommatophores on the other 
hand it is a derivative of the mantle-ca vit} and is thus a secondary 
forma tion. 

When ,,""e compare the lung in Pila ,vith that of the Pulmonata, 
we find that the t,vo can ha.rdly be considered as homologous structures, 
because in the former case it is a secondary formation and at the same 
time arises as' an indentation of the mantle itself; in the latter case, 
ho,vever, especially in the Stylommatophora (e.g., Arion), where it has 
been thoroughly studied, the lung is a primary formation and develops 
ontogenetically before the mantle-cavity. 

G. The Nervous System. 1 

The earliest rudiments of the nervous system appear at an early 
stage when the embryo is still bilaterally symmetrical externally, 
although internally it is asymmetrical, because of the unequal growth 
of the pericardial rudiments and the opening of the anus on the left 
ventral side. The rudiment of the mantle-cavity is as yet mid-ventral 
in position and the shell-gland is situated on the aboral dorsal surface 
(Stage 3). The head plates become thickened and many
layered near their extreme anterior ends, and some of the cells lying 
innermost project inwards from the thickened region. These delaminat
ing cells of the ectodermal plates form the first rudiments of the cerebral 
ganglia (Text-figs. 24a, b) which are thus the first ganglia to be formed. 

As development proceeds, more cells are delaminated from. the 
head plates and we get thin sheets of closely arranged cells pressed against 
the inner surfaces of these plates. These cells closely resemble the 
mesenchyme cells and it is extremely difficult, at this stage, to differen
tiate the ganglion cells from the adjacent mesenchyme cells. 

The rudiments of the pedal ganglia (Text-figs. 24c, d) are the next 
to be formed, one on each side, in an embryo slightly older than Stage 3. 
At this stage the embryo is asymmetrical even externally, the shell~ 
gland having passed over more or less to the left side (Text-fig. 4d). 
The lateral walls of the foot which, to begin with, consist of a single 
layer of tall columnar cells become thickened and appear many-layered 
at about their middle regions. Fron1 these thickenings, cells are 
delaminated in the same manner as in the case of the cer~bral ganglia, 
and are laid against the inner surfaces of the walls of the foot on each 
side. Text-fig. 24c is a transverse section of an embryo in Stage 4, and 
passes through the rudiments of the pedal ganglia which lie more or 
less posteriorly to the cerebral ganglia. 

Almost silnultaneously with the appearance of the rudiments of the 
pedal ganglia, two other similar thickenings appear, one on each side, 
in the lat~ral walls of the " Kopffuss " They are situated immediately 

1 In t.he foUowing ac count the tenninology used for the various ganglia and their 
('onnections (commissures and (onnectives) js that proposed by Spengel (1881) and 
adopted by Prashad (1925). 
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TEXT-FIG. 24. Stages in the development of the nervous system. 

a. Transverse section of an embryo in Stage 4, passing through the rudiments 
of the cerebral ganglia: X 92 ; b.: Portion of (a), showing the delamination of the ecto
derm cells to form the rudiment of the cerebral ganglion: X 280; c. Tra,usvE:.rse section 
of an embryo ill Stage 5, passing through the rudiments of the pedal ganglia: X 120; 
d. Portion of (c), ~howing the delamination of the pedal gangliorl rudiment from the 
wall of the foot: X 280; e. Transverse ~ection of an embryo in Stage 5, pas&ing 
through the rudiments of the intestinal ganglia: X 232; f. Transverse section of an 
embryo passing through the visceral sac rudimellt and showing the differentiation of 
the visceral ganglion from the body-wall of the right sid.e: X 232; fJ. Transver8e 
seetion of an embryo, showing the cerebral ganglion and the buccal ganglion: X 80; h. 
Tra.nsverse sectioll of ali embryo passing through the cerebral and buccal ganglia, and 
showing the cerebral pair moving inwards and lying parallel to each other: X 80; i. 
RecOl!struction I of a few transverse sections of an embryo, showing the changed posi
tions, as a res,ult of torsion, of the left (infra-intestinal) and right (supra-intestinal) intes
tinal ganglia: X 80; j. Transverse section of an embryo in Stage 10, passing through the 
cerebral and buccal ganglia, and showing the cerebral ganglia moving towards each other 
above the buccal cavity: X 47; k. Transverse sectiollof the same embryo as in 
.(j), passing through the pedal ga.nglia and showing the formation of the first aud second 
pedal commissures: X 47; l. Transverse section of the same embryo as ill (j), passing 
through the pleural ganglia: X 47; m. Transverse ~ection of t.he same einbryo as in 
(j), pabsing through the infra-intestinal ganglion which now lies on the right side of the 
embryo. x 47. n. Trausverse section of the same embryo as in (j), passing through 
the supra-intestinal ganglion lying on the left dorsal side and above the posterior rudi •. 
ment of the digestive glatJ.d: X 47; o. Transverse section of the sallie embryo as 
in (j), passing through the visceral ganglion lying between the roof of the pericardium 
'and at the extreme 16ft end of the mantle-cavity: X 4:7; p. Sagittal section (left 
of the median line) of an embryo in St.age 10, showing the formation and the relatiY8 
pObit.ion of the cerebro-pedal and cerebro-pleural connectives: X 47. 
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below the velum at a level higher than and posterior to that of the 
rudiments of the pedal ganglia, and constitute the first rudiments of 
the pleural ganglia. 

In the next stage in which the first rudiment of the I'adular sac is 
already evident (Stage 6), a number of cells are laid 011 either side of the 
junction of the rudiment of the radular sac with the oesophagus. The;e 
cells arise from the columnar cel1s lining the walls of the fore-gut, and 
are thus ectodermal in origin. They are the rudiments of the buccal 
ganglia. Unfortunately, I have not been s~ccessful in obtaining sections 
in which the cells of these rudiments can be observed in a delaminating 
state; in my sections the cells are already laid against their place of 
origin. By the ti~e of the appearance of these rudiments of the buccal 
ganglia, t.he cerebral, the pedal and the pleural ganglionic rudiments 
have not yet completely separated from their places of origin. 

The first, rudiInents of the intestinal ganglia are differentiated about 
the same time as those of the buccal ganglia. Just before the differentia
tion of these rudiments, the ectodermal cells of the ventro-Iateral sur
faces of the body-wall, almost at the junction of the" Kopffuss " with 
the viscaraJ-sac rudiment, become differentiated from those of the rest 
of the body-wall by becoming tall and . columnar. On further develop
ment, these cells multiply ane} form two ectodermal thickenings, one on 
each side, in the region of the ~inder end of the stomach (Text-fig. 24e). 
These thickenings are almost symmetrical in position and consist of 
more than one layer of cells. As development proceeds, cells are delami
nated from the inner surfaces of these thickenings and form the first 
rudiments of the intestinal ganglia. 

Of all the rudiments, that of the visceral ganglion is the last to 
appear, and is differentiated immediately after the origin of the intestinal 
ganglia. In an embryo in Stage 5, a part of the right wall of the visceral
sac rudiment, situated just posteriorly but dorsally to the level of t.he 
pericardium, which also lies on the right side, becomes differentiated 
by its constituent cells .becoming tall and columnar. These cells soon 
proliferate and delaminate inwards a sheet of compact cells stretching 
lengthwise in an antero-posterior direction: this sheet of cells is the rudi
ment of the visceral ganglion which, unlike the rudiments of other 
ganglia, is single and unpaired (Text-fig. 241). 

Thus, by the time of the differentiation of the visceral ganglion, the 
rudiments of all the ganglia are laid. All these rudiments are ectodermal 
in origin and the delaminated cells forming these rudiments originate 
always from tall columnar cells. In the case of the cerebral, the buccal, 
the pedal, and the pleural ganglia, the cells are already columnar in shape, 
but in the case of the intestinal ganglia and the visceral ganglion, the 
cells are at first small and cubical, and become tall and columnar only 
at the time Df the differentia~ion of these ~fy~lia. 

The rudiments of the different ganglia, even after their complete 
delamination, remain at first thickly pressed against their respective 
regions of origin, but can be easily distinguished, as the latter again 
become single-layered, and acquire -s. distinct outline. 

The rudiments of the cerebral ganglia are the first to detach them
selves completely from the head .plates, while the rudiments of the pedal 
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and pleural ganglia are still attached to their respective places of orig~. 
Mter being detached, the thin sheets of cells of the cerebral gangha 
begin to thicken at about their middle on each side (Text-fig. 24h). 
When an increase in length takes place in the anterior part of the embryo, 
it appears as if the rudiments of the cerebral ganglia are being gradually 
pushed back, but in reality they maintain their position. They are as 
yet irregular in shape and consist simply of two masses of cells which, 
on account of their vertical position, lie parallel to each other and to 
the median axis. Soon, however, they extend along the inner side of 
the roof of the head-vesicle and become convexly arched and, at the 
same time, move slightly inwards. 

The pedal and pleural ganglia have, meanwhile, become further 
differentiated, but from the time of their origin, the boundaries of these 
two ganglia cannot be marked off from each other, as the two form a 
common diffused mass of ganglion-cells. In transverse sections of the 
" Kopffuss ", these ganglia appear as long thread-like structures placed 
against the lateral walls of the foot. The pedal ganglia lie at the anterior 
lower part of the foot, and when the latter flattens at its antero-ventral 
end, these rudiments come to lie nearer, at the junction of the basal 
and the lateral walls of the foot. The pleural ganglia grow just behind 
the pedal ganglia but a little dorsally to them. While in their early 
stages they lie along the lateral walls of the foot, in the later stages 
they appear to move away from these walls, and thus their longitudinal 
axes make acute angles with the median axis of the embryo. The 
pleural ganglia fusing with the pedal ganglia form the characteristic. 
pleuro-pedal ganglionic masses, one on each side of the median line. 

The rudiments of the buccal ganglia have, by this time, become 
compact masses of cells. They remain, however, at their original posi
tion and do not shift in any direction. They lie almost in the same 
transverse plane as the cerebral ganglia (Text-figs. 24g, h), while the 
pedal and pleural ganglia are situated more or less posteriorly. 

During the course of development represented in the abovementiond 
stages, the rudiments of the intestinal ganglia still consist of a small 
number of cells which no longer occupy their original positions, but 
have shifted a great deal as a result of torsion. The left ganglion shifts
inwards to"\vards the median plane directed more or less towards the 
anterior end, while the right ganglion shifts upwards on the right side 
and lies a little posteriorly to the left one. Text-fig. 24i is a reconstruc
tion from a few consecutive sections of an embryo and shows the 
positions of the two intestinal ganglia. The rudiment of the visceral 
ganglion still lies on the right wall of the visceral sac rudiment to
wards its dorsal side, and though it has completely separated from its 
place of origin on the body-wall, it has not yet receded into t.he interior. 

The next stage of development to be described is an embryo (Stage 
10) in which complete torsion has just t aken place; the rudiments of the 
eyes and tentacles are already formed and the foot has flattened ventrally 
along its entire length. Some of the ganglia, viz., the cerebral, pedal, 
pleural and intestinal, lie towards the interior at some distance away 
from the body-epithelium. These ganglia are now well differentiated, 
and fibrous cells (neurofibrils) are already formed within them. 
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Text-fig.24j is a transverse section which shows the cerebral ganglia 
advancing dorsally towards the median line to meet each other at their 
anterior ends through a string of cells which constitutes the rudiment of 
t~e c.erebral cOlllmissure. This rudiment is not shown in the figure as it 
he,s In the sections imlnediately preceding it, where it is seen to arise 
from the inner surface of the anterior end of each ganglion to meet in the 
mid-dorsal line above the pharyngeal mass. The figure shows that each 
cerebral ganglion, while it is thickest in the middle especially opposite 
the rudiment of the tentacle, thins out at its two ends and thus appears, 
in a transverse section, triangular in shape with the apex of the triangle 
directed dorso-Iaterally. At this stage the cerebral ganglia extend 
posteriorly up to the region of the eye rudiments. The first rudiment 
of the cerebral commissure, which is well developed by now, is laid down 
in Stage 9. Some of the peripheral g3:nglion-cells from each ganglion 
advance towards the interior and are so arranged as to form rudimentary 
strings which proliferate and advance inwards, till finally the two rudi
mentary strings projecting from the opposite ganglia meet each other 
at about the median line of the elnbryo and thus give rise to a thin cord 
of cells, which on further development forms the cerebral commissure. 
No mesenchyme cells lying scattered within the body-cavity take part 
in the formation of this commissure. Similarly, a nerve arises from the 
outer or dorso-Iateral part of each cerebral ganglion and advances to ... 
wards the tentacle rudiment to form the tentacular nerve. 

The buccal ganglia are well developed and are connected together 
through a buccal commissure, which lies beh.ind the radular sac and 
beneath the oesophagus. 

Text-fig. 24h~ is anot.her transverse section of the same series passing 
through the pedal ganglia which no\v lie in the same vertical plane as 
the eye rudiments, and have moved inwards both from the lateral as well 
as the ventral walls of the foot. A delicate cord of the ganglion-cells, 
arising in the same way as the rudiment of the cerebral commissure, 
connects the inner dorsal ends of these ganglia and thus forms the rudi
ment of the first pedal commissure. Similarly another cord of cells 
lying below the first pedal commissure joins the inner ends of the antero
ventral regions of the pedal ganglia, and forms the rudiment of the 
second pedal commissure. A, comparison of these commissures with 
the cerebral commissure at once convinces us that the latter originates 
much earlier than the former. Nerves arise both from the antero-ventral 
and the postero-ventFal ends of the pedal ganglion on each side-the 
former are the anterior pedal nerves and run forward to supply the 
anterior part of the foot, while the latter represent the rudiments of the 
main trunks of the pedal nerves which extend right up to the posterior 
end of the foot. The pedal nerves arise from the antero-Iateral sides of 
these main trtmks. 

The pleural ganglia (Text-fig. 24l), like the pedal, are well developed 
and are completely fused \yith the latter at their postero-dorsal surfaces. 
The pleural ganglia, however, can only be differentiated from the pedal 
by their relative positions as well as by the fact that the median axis 
of each pleural ganglion lies slightly to the outside of that of the pedal 
ganglion of the same side. Besides, the ,pleural ganglia are obliquely 
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placed and form acute angles with the median axis of the embryo. They 
taper posteriorly and' continue as the connectives which join them 
with the intestinal ganglion and the visceral. The relative positions 
.of the pleural and the pedal ganglia can be easily understood by a com
parison of Text-figs. 24k and l. The statocysts are' now closed vesicles, 
but they still lie dorsally and just posteriorly to the pleural ganglia. 

The first rudiments of the cerebro-pedal connectives (Text-fig. 24p) 
are also laid down at this stage by the meeting together of the ganglion
cells which project both from the cerebral as well as from the pedal 
ganglia of the same side, and now form a delicate string of cells. Almost 
simultaneously with the formation of the rudiments of the cerebro
pedal connectives~ another string' of cells becomes differentiated and 
connects each cerebral ganglion at its postero-ventral end with the 
antero-dorsal end of each pleural ganglion; this forms the rudiment of 
the cerebro-pleural connective. Each cerebro-pleural connective lies 
postero-dorsally but almost parallel to the cerebro-pedal, the two con
nectives serving to differentiate the pedal and the pleural ganglia from 
each other. 

As a result of complete torsion, the intestinal ganglia undergo a 
complete change of position; the morphologically right intestinal 
ganglion (i.e., the ganglion on the right ventro-Iateral side at the time 
of its differentiation) passes over to the left dorsal side and is now topo
graphically the left, and is known as the supra-intestinal ganglion (Text
fig. 24n). The morphologically left intestinal ganglion now lies on the 
right ventral side and is, therefore, known as the infra- or . sub-intestinal 
ganglion (Text-fig. 24m). 

Similarly~ as the dorsal part of the visceral sac (=mantle rudiment) 
comes to lie on the left side, the visceral ganglion, which was formerly 
on the right side and dorsal to the mantle-cavity, now comes to lie between 
the fioor of the mantle-ca vity at its extreme left and the roof of the 
pericardium (Text-fig. 240). However, unlike the other ganglia, it does 
not recede into the interior, but remains closely applied to the wall of 
the mantle-cavity as a ribbon-like structure. 

In the next stage of development (Stage 11), in which the rudiments 
of the eyes as closed vesicles have appeared, the various ganglia have 
developed further, and all the commissures and connectives have been 
laid down. The cerebral ganglia extend posteriorly, slightly beyond 
the eye rudiments~ and the two ganglia are connected with each other 
anteriorly through another commissure running beneath the buccal 
mass, which is the rudiment of the labial commissure (Text-fig. 25b), that 
is quite slender as compared with the strong and band-shaped cerebral 
commissure. A nerve arising from the cerebral ganglion runs down
wards and inwards and then curves upwards to join the buccal ganglion 
of its own side a.nd its latero-ventral end. This is the I'I.diment of the 
cerebro-buccal connective which lies behind the plane of the cer~bral 
COmln!Ssure (Text-fig. 25b). 

The cerebral ganglia have receded to their innermost limit and lie 
almost pressed against the buccal mass anteriorly. The tentacular 
nerves arising from the cerebral ganglia are well developed and Irun 
through the substance of the tentacles. The eye rudiments lie closely 
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pressed against the outer margins of the posterior part of the cerebral 
ganglia, but there is no indication as yet of the optic nerves. 

Th.e pedal ganglia develop further and approach each other closer 
than in the preceding stage. The first pedal commissure' develops 
further and becomes band.;.shaped, but the .second pedal commissure 
remains slender. Both the commissures are situated immediately 
behind the plane of the eye rudiments. The statocysts, which have 
shifted further downwards and in\vards, now lie pres~ed against the 
outer nlargins of the pleural ganglia, ilnnlediately behind and more "or 
less dorsally to the first pedal commissure. Text-figs. 25c, d represent 
sagittal section of an embryo of this sta;ge (Text-fig. 5d) passing through 
the supra-intestinal ganglion and a part of its cOlmective '\yith the left 
pleural ganglion, and the cerebro-pedal and the cerebro-pleural connec
tives. 

f. 

1IIi;;)t: .... 1rat+-lltat• 

-~..-£. 

TEXT-FIG. 25. More stages it. t.he rlevelopmentof the nervous system. 
a .. Sagitt.al section (right of the median line) of the same <'Inbryo as in Text-fig. 

24j (Stage 10), showing the fusion of the pedal and pleural gangHu, to form the pleuro
pe"dal ganglionic mass: X 39; b. Transverse ~ection of t.he embryo in Stage II, passing 
through the plane of the cerebro-buccal conhect.ives, the labia.! commissure, and the 
tentaoular nerve: X 39; c. Sagittal section (right of t.he median line) of an embryo in 
Stage I I, showing the fusion of the infra-intestinal ganglion with the pleuro-pedal gang
lionic mass: X 39; d. Sagittal section (left of the median line) of an embryo in Stage 
11, showing the cerebro-pedal and cerebra-pleural <'onnectives, a.nd a part of the supra.
intestirlal nerve meeting the pleural ga.ngliol ... : X 39; e. Obliquc sagitt.al Rection (left 
of the median line) of an embryo in Stage] 1, passing through the supra-intefo:tinal ga"lJg
lion, and a part of the snpra-intestinal nerve running downwards: X 39 ; f. Transverse 
section of an embryo in Stage 12, passing through the cerebral cOllln1issure, the cerebro
bucoal connectives and the tentacular nerve: X 39; g. TransverF=e scction of the same 
embryo as in (f), bhowing the firbt. pedal comm~sur~, the slender f:ec'ond pedal commis
sure, and the p~ition of the btatocysts: X 39; h. Sa.gittal sectiol1 (left of the median 
line) of all embryo in Stage 12, showhtg the relative position of the bupra-irlt.estinal 
ganglion in relation to other organs. 'The secticn passes through the plane of the os
phradium, the heart, the kidney ahd ,the opening of the stomach into the intestine: X 39. 

The infra- or sub-intestinal ganglion lying on the right side has shifted 
forward and has a~ost joined the posterior end of the pleural ganglion 
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of its own side. Text-fig. 25e is a sagittal section passing through an 
embryo of this stage and shows the union of the infra-intestinal ganglion 
with the postero-dorsal part of the right pleural ganglion, dorsally and 
slightly posteriorly to the statocyst. 

Text-fig. 25/ is a transverse section of an embryo in Stage 12 (Text
figs. 5 j, 11, 25 It and 26a, b) and passes through the region of the 
cerebral comlnissure and the cerebro-buccal connectives. The inner 
surfaces of the triangular cerebral ganglia are ahnost flat, while their 
outer surfaces are steeply arched. The optic nerve arises from the 
ventro-Iateral area of the posterior part of the cer~bral ganglion. Text
fig. 25 9 is still another section of the same series and shows that the 
statocysts have further sunk into the substance of the foot and now lie 
closely pressed against the pedal ganglia, at the level of the posterior 
limit of the band-shaped first pedal commissure and the second pedal 
commissure, which lies immediately behind and a little ventral to the 
extreme posterior club-shaped end of the radular sac. The .infra-
. intestinal nerve rqnning transversely, connects the left pleural ganglion 
with the right. 

The supra-intestinal ganglion comes to lie on the left dorsal side, 
while the infra-intestinal ganglion fuses with the pleuro-pedal ganglionic 
mass of the right side. 

Text:-fig. 26c is an obliquely transverse section also of an embryo 
approximately in Stage 12. It shows the connection of the left pleural 
ganglion with the supra-intestinal ganglion through the left pleuro-supra
intestinal/ connective. The qsphradio-pallial nerve is seen leaving thE:' 
side of the pleurp-supra-intestinal connective and running dorso-Iaterally 
backwards to innervate the osphradium. The supra-intestinal nerve 
runs obliquely across the anterior lobe of the digestive gland, and con .. 
nects the right pleural ganglion with the supra-intestinal ganglion. 

As regards the positions of the various ganglia, they can be best 
understood by examining text-figs. 25h, and 26a, b which represent a 
series of sagittal sections of an embryo in Stage 12, passing from the left 
to the right side. Text-fig. 25h passes through the supra-intestinal 
ganglion lying on the left side of the embryo~ below the mantle-cavity 
but anteriorly to the pericardium; it shows a part of the left supra
intestinal nerve which is connected anteriorly ,vith the supra-intestinal 
ganglion of its own side (i.e., the left), which lies to the right of the plane 
of this section. Text-fig. 26a passes through the left cerebral and pleuro
pedal ganglionic lllass; it shows the cerebro-pedal and the cerebro
pleural connectives of the same side running postero-ventrally to connect 
the cerebral ganglion with the pedal and pleural ganglia respectively; 
the cerebro-pedal connective lies anteriorly and slightly internally to 
the cerebro-pleural connective which is thicker and stronger than the 
former. Text-fig. 26b passes through the right pleuro-pedal ganglionic 
mass; and shows its fusion with the infra-intestinal ganglion. The three 
ganglia, nalnely. the pedal, the pleural and the sub-intestinal, are 
luarked off frOIH one another through slight constrictions as shown in 
text-fig. 14a. 

Text-fig. 26d is an obliquely transverse section of an embryo in 
Stage 12, :pas~ing through the entire length of the cerebro-pedal connec.. 
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tives. A study of this series of sections shows that whereas the tenta
cular . nerve arises from the dorso-Iateral part of the cerebral ganglion, 
the. optic nerve leaves the ganglion at its ventro-Iateral part and ascends 
obhquely to reach the inner part of the optic vesicle of its own side and 
lies posteriorly to the tentacular nerve. Another nerve originating 
f~om the ventro-Iateral surface of the cerebral ganglion, just ventrally 
to the origin of the optic nerve, runs downwards to reach the dorsal 
part of the statocyst of its own side (Text-fig. 26d). Text-fig. 26e passes 
through the cerebro-pleural connectives which lie behind the cereb~o
pedal connectives (Text-fig. 15b) and' connect the postero-ventral part 
of each cerebral ganglion with the inner antero-dorsal surface of the 
pleural ganglion. 

Text-fig. 261 passes through the supra-intestinal ganglion. Unlike 
text-fig. 13c, in which the supra-intestinal nerve crosses over the anterior 
lobe of the digestive gland obliquely and joins the infra-intestino-pleuro
pedal ganglionic mass of the right side, this nerve here runs downwards 
~nd crosses over the oesophagus to pass over to the other. side, since 
the anterior lobe of the digestive ,gland has disappeared by this 
time. 

Unfortunately, I have not been able to trace the development of 
the intestino-visceral connectives, i.e., the supra-intestina1 visceral and 
the infra-intestinal visceral connectives of the adult. Thus I cannot 
say definitely whether they are formed in very early stages or later. 
They are so thin and slender as to make it very difficult to distinguish 
them from the surrounding mesenchyme cells. 

Previous wotk and discussion.-All the ganglia arise independently as 
cell-thickenings and are of an ectodermal origin. With the exception of the 
unpaired visceral ganglion, they are paired structures. In Pila, unlike 
Paludina, Littorina, etc., the cerebral and the pleuro-pedal ganglia arise 
much earlier' than the rudiments of the eye ,and the statocyst respective
ly. It is only the intestinal ganglia and the visceral ganglion which are 
affected by torsion. The rudiments of the intestinal ganglia arise ventro
laterally almost at the junotion of the " I{opffuss " with the visceral sac 
rudiment, and are symmetrical, but they become asymmetrical with the 
progress of torsion, so that the rudiment of the right intestinal ganglion 
is carried dorsally and comes to lie more or less on the left side of the 
median plane of the head-vesicle. The rudiment of the left intestinal 
ganglion is carried ventrally and to the right and then shifts anteriorly, 
with the result that it comes to lie close to the right pleural ganglion 
with which it fuses to form the sub- or - infra-intestino-pleuro-pedal 
ganglionic mass. The unpaired visceral ganglion, on the other hand, is. 
delaminated from the epithelial thickening of the right side of the mantle 
rudiment and, on the conlpletion of torsion, comes to lie against the 
extreme left end of the mantle-cavity, dorsally to the perioardium. 

The various commissures and connectives arise secondarily after all 
the ganglionic rudiments have become differentiated, and are fOflned 
by the peripheral cells of the ganglionic rudiments projecting and 
advancing towards each other and thus giving rise to strands of cells, 
which later develop into" commissures" in the case of those ganglia 
where the strands connect the components of the s~me pair ~nd 
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" connectives" in the case of those ganglia where the strands connect 
different ganglia of the same side. , 

AU recent work has shown that the nervous system in all the Gastro
poa~ is of an ectodermal origin (Salensky, HaddoiJ., MacMurrich, Schmidt, 
Henchman, Ihering, Erlanger, Dels~an, Anderson, and others). 
Bobretzky (1877) in Fusus concluded that it was mesodermal in origin. 
But as MacMurrich (1886) and Rabl (1883) have rightly pointed out, 
Bobretzky reached wrong conclusions because of the fact that he worked 
on older embryos and, therefore, could not see the delamination of the 
nervous mass from the ectoderm. Fol (1876), though believing in the 
mesodermal origin of the nervous system in Heteropoda, describes the 
origin of the Inesodermal Inasses (which give rise to the pedal ganglia, 
etc.)~ from the ectoderm itself. 

'Vith regard to the manner of the origin of the nervous Inasses, all 
observers are agreed that~ with the only exception of the cerebral ganglia 
in some forms, belonging .to different groups of the Gastropoda, all the 
ganglia arise at first as ectodermal thickenings which are delaminated 
later to give rise to the rudiments of the ~rious ganglia almost in the 
same manner as has been described by me in Pilct. The cerebral ganglia 
have been observed to arise, wholly or partly, in SODle Gastropods like 
the Pteropoda, land-Pulmonates (viz., Helix, Arion, Lirnax) and 
Vermetus, as ectodermal invaginations in the area corresponding to the 
head plates. These invaginations, one on either side! ~ become deeper 
and form tubular structures, the so-called cerebral tubes (Sarasins, 1887} 
which are, later, detached from the ectodermal wall and develop into 
cerebral ganglia (Fol, Sarasin, Henchman, Schmidt, Meisenheimer, 
etc.). It is stated that the cerebral-tubes alone do not form the cerebral 
ganglia but that they are fused at their inner blind ends with surrounding 
ectodermal cell-growth which is already delaminated from the head 
plates to give rise to the cerebral ganglia. Whatever may be the true 
state of affairs, this much is certain that the cerebral-tubes do take part 
in the formation of the cerebral ganglia. In no other ganglion has this 
invagination been observed. 

Again, all recent workers are almost una.nimous that the various 
", ganglia arise separately and directly from the ectoderm and become 
connected with o~e another through commissures and connectives. 
They have thus denied the existence of ~ single common median rudi
ment for the paired ganglia. There are, however, a few exceptions. 
According to Delsm'an .(1914), the pleural ganglia in Littorina do not 
arise separately and independently but as outgrowths of the cerebral 
ganglia, and are not sharply marked off froln the latter; they are thus 
the tW(t ganglia differentiated through a constriction" (einschnurung) " 
of the common rudiment of the cerebro-pleural g:.uiglion. Similarly, 
Heath (1916) describes that in Crepidula adunca "the buccal ganglia 
are the only ones that do not directly arise from cells migrating from the 
overlying ectoderm ~ on the other hand, t.hey give clear eviden4'Je of 
being products of the cerebral ganglia·" Although Erlanger (1891) 
describes a separa.te origin of the cerebral and pleural ganglia in Pal'ltdina, 

I In Heli:c waltoni, according to P. & F. Sarasin (1887) there are two suoh invagina
tiona on eaoh side. 
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Anderson (1924) describes these ganglia as formed from a common 
rudiment. 

• • 

• t. 

c . e. 

.. ,. 
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TEXT-FIG. 26. Still more stages in t.he development of the nervous system. 
a. Reconstruction of sagittal sections of an embryo in Stage 12, passing through 

the cerebro-pedal and cerebro-pleural connectives: X 29 b. Sagittal section (right of 
the median line) of an embryo in Stage 12. showing the complete fusion of the infra
intestinal ganglion with the right pleuro-pedal ganglionic mass and the formation of 
the columellar muscle: X 29; c. Oblique transverse section of an embryo in Stage 12, 
passing through the pleuro-supra-intestinal connective and the origin of the osphradio
pallial T.lerve: X 29; d. Oblique trar!sverbe section of an embryo in Stage 12, pastfing 
through the cerebro-pedal connective: X 29; e. Another obliquely transverse section 
of the same series as in (d), passing through the plane of the cerebro-pleural connective: 
X 29 ; f. Transverse section of an embryo in Stage 12, passing through the supra-intes
tinal ganglion, and the osphradium: X 29; g. Sagittal section of an embryo in Stage 
12, showing the posterior part of the oesophagus opel.ling irtto the stomach within the 
visceral sac: X 29. 

L~stly, with regard to the origin and for~ation of the commissures 
and connectives, all the authors, with the exception of Delsman (1914), 
agree that these arise from the peripheral cells of the ganglionic masses 
and, as they grow, extend across the spaces between the ganglia to meet 
similar cell-growths· of either the same ganglion of the opposite side 
(commissure) or a different one of the same ~ide (connective). Thus 
at first slender cords of irregularly arranged cells are formed which can 
be hardly distinguished from the surrounding cells. These commissures 
and connectives become distinct only when the fibrils are laid down 
within them. Anderson (1924) is, however, ;not definite as to whether 
the commissures and connectives arise in the manner described above, 
or are formed, even though partly, by direct delamination from the 
ectoderm, like the ganglia. He observed that ·in the early stages of 

p 
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Paludina, at the time of formation of the rudiments of the cerebral 
commissure, the ectodermal wall lying between the rudiments of the 
cerebral ganglia also becomes many cells thick, but after the differentia
tion of the cerebral commissure, the ectodermal wall becomes single
layered again. 

DelRman (1914) holds quite a different view. According to him, the 
ganglion, as a result of growth, becomes differentiated into a centrally 
situated fibrous mass, the neurofibriJs, surrounded by ganglionic cells 
in which the nuclei are prominent and are thickly concentrated. In 
consequence of the strong growth, the two ganglia of each pair touch 
each other mesially and at the place of their meeting a bundle of nerve
fibres arising from the centrally situated fibrous mass penetrates through 
the surrounding layer of ganglionic cells to pass outwards to reach the 
other ganglion. In this way, the commissures ~re formed. As regards 
the formation of the connectives, Delsman holds a more or less different 
view. He says that in the embryo, though the different pairs of ganglia 
do not touch each other, they are also not far distant from one another. 
Here also a bundle of nerve-fibres arising from -the neurofibrils pierces 
through'the surrounding nuclear layer to go out and grow towards the 
other ganglion. 

H. The Receptor Organs. 

In Pila there are five localised receptor organs. Four of these, 
viz., the statocysts, the eyes, the tentacles and the labial palps are 
paired, while the fifth, viz., the osphradium (Spengel's organ) is un
paired. Unlike some other Gastropoda, such as Paludina (Erlanger 
1891), Littorina (Delsman 1914), in Pila all these organs appear after 
the formation of the nerve ganglia . 

. The Statocysts. 

The rudiments of the statocysts are the earliest to appear as two 
ectodermal thickenings (Text-fig. 27 a) which soon develop, first into flat 
plates and then into depressions (Text-fig. 27b) in the" Kopffuss " region 
at the base of the foot, a little posteriorly to the velum (Stage 8). The 
epitpelial cells lining each depression increase in size, and multiply 
rapidly so that the invaginat~on becomes deeper and tubular, although 
it still opens widely to the ;-outside (Text-fig. 27b). These rudiments 
o~ the statocyst are placed obliquely and are directed inwards and down
wards. The cells lining the wa.lls of each invagination are not equal in 
size, those situated at its inner blind end being taller than those towards 
the outer apening (cf. Pal~tdina, Erlanger, 1891). 

As development proceeds, these invaginations become constricted 
off from the epithelium, and form closed vesicles l}dng beneath the 
continuous epithelium of the foot (Text-fig. 27c).. The lumen of the 
statocyst is still narrow and tubular, and the difference in size of the 
cells forming its walls still persistt\\ 

With further development, the statocysts begin to shift inwards a,nd 
downwards so, that no~ only do~s each statocyst lie a short distance 
away from the epithelial wall, but a change also takes place in its shape. 
It now assumes an oval appe.arance due to a widening of its lumen, and 
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aU its cells become more or less alike. It is still situated between, the 
ventro-lateral wall of the digestive gland and the foot-epithelium, but 
is now surrounded by a few scattered mesenchyme cells.· . 

a. 

f.ep. 

c. 
TEXT-FIG. 27. Developlnent of the stu tocy~t. 
a. Section of the wall of the" Kopffuss" of an embryo in Stage 8, showillg the 

depressi0I1 to form the rudimLnt of the statocyst: X 390; b. Transverbe section of an 
embryo in Stage 8, showing the position of the statocyst rudiment: X 170; c. TrauR
verse section of all elnbrYl' passing through the statocyst which is no,,- a dosed veside 
lying against the "KopffubS" epitheliuln: X 340. 

\Vith further growth, the statocysts become large while their cells 
become cubical and uniform in size. They shift more and more inwards, 
till they finally come to lie against the outer surfaces of the pleuro
pedal ganglionic masses. The outer surface of each ganglionic mass 
shows an indentation .or depression for the statocyst (Text~fig. 2~f), but 
in spite of this clo~e association bet,veen the two structures the statocysts 
are not innervated by the pleuro-pedal ganglia. On the other hand, 
a nerve arising from the outer r ventro-Iateral 111argin of each cerebral 
ganglion runs do,vn,vards to innervate the statocyst of its O'Vll side. a 
part of this nerve going to the left statocysts being sho,vn ill Text-fig. 28}·. 
This marks the final pOf',ition of the statocysts. Hereafter they gro,v 
in size and statoliths are secreted ,vithin them. It has been observeti 
that in embryos of Stage 12, a single calcareous or horny particle (stato
lith) or many particles (statoconia) may be present. As developmellt 
proceeds, the statocysts become larger so that in a ne,vly hatched animal 
these organs are large and thin-,valled, the cells becoming quite flattened. 
In an embryo whi.ch is ready to hatch the diameter of thes~ statocysts 
is about 187~. 

Previous work and discussion.-Semper (1862) described the forma
tion of the statocysts in Ampullaria (Pila) polita, but did not nlake 
any mention of the exact process of its development. Similarly., Scott 

G 
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(1934) bas only described the time and stage in which these Qrg.ans 
appear, without making any mention of their mode of origin. Semper 
described th~ otoliths (statoconia) appearing as amorphous granules 
which gratitlally become larger and crystalline. He was able to count 
as nlany as 40 such crystalline otoliths in an advanced stage. Scott 
counted 14 in a stage where the statocyst is 85~ in diameter. 

1\ In most Gastropoda the statocysts, as in Pila, originate as ectodermal 
invaginations, e.g., in Patella (Patten, 1885), Lymnaea (Wolfson, 1880), 
Palud~na {Biitschli, 1877; Erlanger, 1891), Marine Prosobranchs (Salensky, 
Bobratzky, Patten, Conklin), Bythinia (Erlanger, 1892) and Pkysa 
(Wjerzejski, 1905)'. In Planorbis, Rabl, considered it to be formed by 
invagination, though he was not quite definite at all about this. On the 
other hand, Limax M aximus (Henchman, 1890 ; and Meisenheimer, 1898) 
and Littorina (Delsman, 1914) show a different method of its fornlation. 
In these cases, each statocyst arises through a pro~ess of cell growth 
(" wucherung "), the cells being constricted off from the ectoderm as a 
solid mass, in which a lumen develops Jater. 

The Eyes. 

The eyes appear later than the statocysts (cf. Littorina, Delsman, 
1914 ; Paludina, Erlanger, 1891), a.t a stage in which the torsion is just 
complete '(Stage 10). The head plates become thickened about their 
middle and form two thick plates of tall, cylindrical cells. On each 
plate there appears a d~pression which forms the first rudiment of the 
eye (Text-fig 28a, b). The eye rudiments appear simultaneously with 
the tentacular rudiments, the former arising on the outer and post(lrior 
sides of the.latter. The cerebral ganglia, now connected with each other 
through. a cerebral commissure, lie between the' rudiments of the eyes 
and. th~. digestive gla:nd. The eye rudiments, therefore, arise in very 
mubh 't:lie . same way as the statocyst rudinlents . 

.As. development proceeds, the eye depression deepens. However, 
unlike. the statocyst, the cavity of the eye invagination is never narrow, 
hut remains wide from the beginning up to the stage shown in 
Text-fig. 28c. Here, as in the case of the statonysts, a difference in the 
size of the cells is noticed (Text-fig. 280), the cells forming the base of 
the·cavity being tall and cy~'d.rical, while those towa.rds the outer ends 

I 't. 

ancl continuous with the c~lJs of t,he epithelium being smaller in size. 
Itt Text-fig. 28c, the invagination sho,vs a deep cavity which is not 
yet completely separated 'off from the epithelium of the head plate. 
The inner wall ~f the eye rudiment is nea,rly fiat, with the result that 
the cavity is broader towards the inner wall, but gradually narrows 
<town towards the outer, where it communicates with the outside 
through a narro\v aperture. The cavity thus appears triangular in 
shape. 

In t.he ~ext stage (Text-fig. 28d), the eye rudiment lias been completely 
constricted off from the suri,ace ep~thelium, which,'J).ow forms a conti
nuous layer oY~r the eye vesj.tUB and consists Of' ~quarish cells. The 
eye· vesicle is 'a spherical saa I w~~ a rounded cavity.' Tlle cells of the 
inner wall of the vesi~le .have ntnltipJied and their nuclei have shifted 
towards the periphery, but the celJg of the outer wall remain small and 
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have. centrally situated nuclei. So far., no differentiation of parts has 
t~ke~ .place, except for the formation of the lens ,vhich has already 
made. Its appearance in its rudimentary form. The lens is secreted by 
the. aIde walls of the eye vesicle, and is a homogeneous crystalline body 
which later becomes spherical in outline. It "lies within the lumen' of 
the vesicle partly attached to its out~r wall. 

/Z. 

TEXT-FIG. 28. Development of ,the eye. 
a. Transverse sect·jon of an embryo. in Stage 10, showing the invagination of th~ 

eye rudiment: X 223; b. Traw;verse section of. an embry~ in Stage 10, showing the 
relative position of the eye and teLtacle rudiments: X 112; c. Transverse ", ~ection 
passing through the eye invagination which still communicates with the I~tr,ide : . X 283 ; 
d. Section of eye, showing the formation of the. len&: X 283; e~ Seotion passing 
through a fully differentiated eye of an embryo iIi. ~tage '12: X 283 ; /. Oblique trans.: 
verse section. of au. embryo in Stage 12, showing.the position of the eyes and showing' 
a, part of the nerve innervating in the statooyst: X 81. 

In the next stage (Stage 12), a further differentiation takes place in 
the vesicle (Text-figs. 28e,j). A black pigment is laid down at the iqner .. 
ends of the t,all, cylindrical cells lining the inner and side walls of the 
eye vesicle. T~p.igment, sparse i~ the beginning, increases in quantity 
as the inner lay~r fo~~ th~ perceptitve'part of the eye, v'iz., the retina. 
The oval nuclei BeC()~ thickly c:rpwtled ,aJld lie towards the bases of the 
cells. T~:to~nsb.u\llmes ~nlirged a.d..~ccupies the grea~er part of the 
lumen Wlt - the eye veslcle.~ In eo~ts of a orys~alline refractory 
8ubst~n0e. Fine rod-like structUres d~velop ~long the inner surfaoe of the 
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retina. The cells of the outer wall of ° the eye vesicle become Hattened 
and their cytoplasm becomes c]earer; this outer wall forms the inner 
cornea or pellucida of the eye. Similarly, the epithelium overlying this 
inner cornea forms the Quter cornea, the cells of which become flattened 
in contrast to the adjac.ent cells which re~ain cubical. The nuclei of 
these flattened cells appear to be compressed dorso-ventrally and are 
hyaline in appearance, their cytoplasm also being hyaline. The epithelia 
of the outer and inner cornea are separated from each other by a narrow 
space occupied by scattered connective tissue cells. Th~ optic nerve 
has already appea.red at this stage and extends obliquely from the 
cerebral ganglion of its own side to the eye. 

With further development, the eye grows in size, so that in an embryo 
about 3-4 mm. long, i.e., when it is about to hatch, the diameter of the 
eye is 190 fl- It has already been described clearly that each eye is 
sit,nated at t.he base of a tentacle at its postero-Iateral margin, and 
is raised on a short peduncle, the ommatophore. 

Previous ozvork and discu,ssion.-o-On comparing tl}e development of 
the eye in Pila with that of other Gastropods, I it is noticed t.hat in Pila 
(as in Paludina, Erlanger, 1891 ; Planorbis, Rabl, 1879 ; Li1nax, Meisen
heimer, 1898 ; Pkysa, Wierzejski, i905), the eye arises as an ectodermal 
invagination which deepens and detaches itself from the ectoderm to 
form a rounded vesicle in ,vhicb. differentiation takes place later. In 
.Littorina (Delsman, 19]4), on the other hand, there is no invagination, 
but a thickening is formed which, later, gets detached from the ectoderm 
as a solid, rounded growth, and later develops fl, cavity. 

The lens in Pila, as in Paludina-, Littor1:na, and Limax, is formed as 
a Quticular deposit secreted by the cells of the vesicle, which increases in 
size by the addition of concentric layers around it (of. Hilger, 1885): 
In Ampullaria polita, Semper (1862) found that the cavity of the eye
vesicle was fuJI o~ a. colourless fluid secreted by the wall of the vesicle 
before the formation of t.he retina. On the forma,tion of the retina, the 
.fiuid turns yellowish, becomes thick and forms the lens. In Lymnaea, 
however, 'according to Wolfson (1880), the lens is formed in quite a 
different manner; one ceil of the wall of the eye-vesicle becomes metamor
phosed, it.s cytoplasm shrivel~ up and the nucleus becomes homogeneous 
and greatly refractory and forms the Jens. 

The Tentacles. 

The tentacles arise simultaneously with the formation of the eye. 
That part of each plate ,vhich lies antero-dorsally to the eye rudiment, 
takes part in the formation of the tentacle. At the time of its origin, 
this part. of the head plate forms a smaH bulge at the extreme antero
dorsal region of the velar area (Text-fig. 28b). At\.S soon as the tentacle
forming part of the head plate bulges outwards, the mesenchyme cells 
also enter the ca"lity of the t,ent~~es and very soon ~ome,of the cells are 
transformed into muscle-fibres, ~:h.ich, with -the growth of the tentacles, 
become thick in texture . 

.. ~ development proceeds, these tentacles grow considerably in size, 
become long and tapering, and are directed antero-dorsally as well as 



1942.] A. R. RANJAH: Emb1'yology o/Pila globosa. 303 

towards the outside. Thev are lined bv columnar ectoderlnal cells 
(Text-fig. 28f). 01 .-

As regards the development of the tentacles, complete agreement 
prevails amongst workers in nearly all the groups of the Gastropoda. "! e can thus homologise the position and development of the tentacles 
in Pila with those of Paludina (Erlanger, 1891), Limax (Meisenheimer, 
1898), Littorina (Delsman, 1914), a.nd others. 

The Osph'tadiul1~. 
The osphradium is an unpaired structure which arises simultaneously 

\vith the formation of the gill-rudiments just after the rudiments of the 
statocysts are laid down. In an embryo in Stage 8 the epithelium form
ing the right or inner wall of the nlantle, ~ituated just above the postero
dorsal part of the pericardium, gets thickened into a ridge··like struct.ure 
from which the rudiments of the gin, osphradium and the lung arise 
(Text-fig. 23b), A. little later, when the eye rudiments begin to appea.r 
(Stage 10), this thickened epithelium is pushed outwards into the Inantle
cavity as a lamellar fold, which forms the first rudiment of the osphra
dium, and lies to the left of another similar formation, viz., the gill
rudiment (Text-fig. 23b). 

~--mtl. 

p. 

a. c. 

TEXT-FIG. 29. Development of the osphradium. 
([. S(\ction of an embryo in Stage 11, passing through the osphradial rudiment: 

X It')'; ; b. S(\cr.ion of elubryo, passing through the osphradium which now has a dis
tinct plexus of nerve8: X 157 ; c. Oblique bection of the C*phradinul of un C'nlbryo 
a h(.ut to hatch, showllig its pectillate chara.cter: X I.57. 

l\S development proceedb, the osphradium no longer remains lamellar, 
but changes into a more .or less rounded structure (Text-fig. 29a). 

"lit.h the gro,vth of the mantle, the osphradium is also carried for
ward along with it. As it spreads out to enclose the head-vesicle~ the 
osphradium comes to occupy its final position. I t hangs down like 
a frill at the anterior end of the mantle-cavity on the left side of the 
embryo~ a short distance behind the free edge of the mantle. It is now 
an oval structure and is broadest in the middle; its nerve has }11rearly 
reached its substance and is seen prominently in Text-fig. 29b. 

As development proceeds, the ectodermal wall on either side of the 
ospbradial rudiment is pushed inwards, thus giving rise t() folds or leaflets, 
whilst the central part forms the median axis of the osphradium (Text .. 
ng.25h)' 
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Text-fig. 29c is a section of the osphr.adium of an embryo ready to 
hatch. The number of folds on the two sides of the central axis has 
increased, giving the osphra.dium a bipectinate appearance. 

The osphradium is an unpaired organ and retainf: its position on the 
left side throughout the course of its development.· In spite of cal'eful 
search, I could nqt observe any trace of a rudiment of the organ on 
the right side. According to Prashad (1925), this organ" in spite of 
its position on the left side is homologous to the osphradium of other 
Gastropods " 

The Labial Palps. 

The labial palps or the anterior pair of tentacles arise last of all. 
They appear first when the embryo has already assumed an adult 
appearance by the forwa.rd growth of the mantle enclosing the' head
vesicle (Stages 11 and 12). Like the tentacles, they arise as outpushings 
of the ectoderm, at the extreme antero-dorsal end of the snout, i.e., the 
region which bounds the mouth on its dorso-lateral sides. In a newly 
hatched animal they appear as "short conical prolongations of the 
snout on the t\\ro sides of the mouth ". 

x. THE LARVAL ORGANS. 

In Pila ,qlobosa, as in other Mollusca, some organs of a transitory 
nature appear at one phase or another of embryonic life. These :organs 
perform their function, if any, and then disappear completely, leaving 
no trace behind. Since the organs are met with only in the earlier 
stages of deyelopment and are not 'found in later embryonic stages, they 
have been termed as larval organs. In Pila, three such larval organs 
are present, viz., (1) the velum, (2) the larval heart and (3) the 
" neck cells" or nuchal cells. These organs do not arise simultaneously, 
hut originate at different periods of embryonic life. 

The Velum. 

The velum is the first of these organs to appear at the gastrula stage, 
and transforms the embryo into a trochophore. Various workers who 
have investigated cell-lineage in the Gastropoda, such a·s Orepidula 
(Conklin, 1897), Pltysa (Wierzejski, 1905), Littorina (Delsman, 1914), 
have traced back the origin of the velum to the primary and secondary 
trochoblast cells, and this appears to be the general rule in all molluscs. 

The velum consists of two barid-like rows of cells which in their fully 
differentiated condition, are large and transparent, and. bear, cilia. In 
transverse sections, the velar cells appear ,vedge-shaped with the broader 
,ciliated s.urface to the outside (Text-figs. 15a and 28b). To begin with, 
the velum is equatorial in direction, lying more towards the animal pole. 
Later, however, on account of the ventral protrusion of the foot-rudi
ment and the stomodaeal invagination, it becoIl:les ~lisplaced on its 
ventral side towards the anterior end forming a curve above the mouth .. 
opening, as a result of,. whi!Jh. two small lobe-like structures, t4e velar 
lobes, are formed on the antero-Iateral sides, which are ch~racteristic of 
a veliger. 
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The velum is a ciliated ·organ which helps the embryo to rotate within 
the egg-8hell, although I have never seen these rotatory movements 
myself. The velum persists up to a pretty late stage (Stage 11), but when 
the embryo is fully developed, it becomes absorbed within the body
wall epithelium and disappears. The disappearance begins on the 
dorso-Iateral sides and is completed before the embryo hatches out. 

Tile Larval Heart. 

The second larval organ is the so called larval or embryonic heart. 
In the posterior region of an embryo in Stage 6 (Text-fig. 4/), between 
the posterior part of the foot and the anus, irregular contractile move
ments are seen in the body-wall on the right side. These movements 
occur long before the definitive heart starts pulsating. lIt is the thin 
body-wall in this region which exhibits the pulsations in the form of 
strong movements of expansiun and contraction. The position and 
functioning of ·the larval heart can be best studied in the living condi
tion, since after fixation this region generally evinces a systolic phase, 
and it is very rarely that a distended.condition is met with. The larval 
heart consists of a bulge of the ectoderm to which a large number of 
mesenchyme cells are closely attached on the lower side. 

Although the first pulsatiotts of thiu organ are seen in Stage 6, I am 
inclined to believe that it function~ even earlier, and the pulsations have 
been overlooked on ~ccount of the opacity of the embryo and the feeble
ness of the movements. Only when this" heart" has developed ap
preciably and the embryo becomes more or less transparent with the 
complete absorption of the food-yolk, that the pulsation~ are readily 
observed. 

These pulsations ~ave been. connected with embryonic circulation 
by some authors, e.g., Fo!. (1880), who suggest that circulation of the 
body-fluid is promoted through its contractions. The larval heart 
continues to pulsate even when the true or definitive heart has begun 
its rhythmic beats. I could observe the contractile movements of th& 
larval heart at a stage when it is enclosed l?y the for\vardly growiug 
mantle (Stage 11, Text.-fig. 5d). At this stage the shell covering the 
visceral sac is still thin and sufficiently transparent to allow the move
meIl;ts within to be readily seen. The duration of the larval heart could 
not be definitely ascertained, as the shell, becoming opaque, shuts it 
out of view, but it is certain that it disappears long before the hatching 
of the embryo. 

Semper (1862) describes in Ampullaria polita. such a larval organ as 
a chamber at a place exactly comparable to that in Pila. He, ho\vever, 
describes the presence of a short muscle extending from the skin to the 
liver mass and dividing this chamber into two (of. his fig. 14 '8, PI. 11). 
An examination of living embryos and whole mounts, as well as transverse 
and sagittal sections, failed to show any trace of such a muscle. Scott's 
observations .on Ampullaria. canaliculata (1934) support my conclusions 
about the absence of this muscle. 

Salensky (1872) has likewise demonstrated the presence of a . larval 
heart in Oalyptraea, while Robretzky (1877) observed it in Nassa ,and 
Fus'U8. Fo!. (1880)' describes the. appeatance of thi$ larval organ 
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amongst the Pulmonata,. such as Helix, and similarly, Delsman (1914) 
noticed its appearance in Litto'rina and Fusus. 

The Nuchal Oells. 
The third larval organ is a group of specialised cells which first 

appear within the velar area in the region of the head plates. They are 
definitely noticed for the first time, when the torsion of the embryo has 
just been completed (Stage 10). These cells are mostly rounded in 
shape and have centrally situated nuclei containing distinct nucleoli 
(Text-fig. 30a). They differ from the rest of the mesenchyme cens 
found scattered within the body .. ,cavity not only in their mqch larger 
size but also in their ca.pacity to take a deeper stain. After observing_ 
their constant presence within the neck region amongst the Pulmonata, 
Fol! (1880) designated them as the "neck-cells" (" cellules nucales "). 
Aince nothing definite has been established as regards their morphological 
or physiological nature, this designation has been accepted by subsequent 
authors like Erlanger (1891) and Wierzejski (1905). 

TEXT-FIG. 30. Nuchal cells. 
a. Nuchal cells of arJ. em hryo in Stage II. b. Nuchal cells of an em hryo older than 

Stage 12, showing the formation of vacuoles. Both figures semi-diagrammatic. 

At the time of their appearance, the nuchal cells are few in number 
and are situated in the dorsal part of the head-vesicle near the part of 
the head plates lying in the neighbourhood of the posterior part of the 
cerebral ganglia. They are already arranged in a semi-circle, corres .. 
ponding to the next stage of development in Paludina and Physa. But I 
believe that in Pila too they probably originate as two lateral plate-like 
cell-groups in a stage immediately preceding the one under discussion, 
but are not sufficiently differentiated- to be readily recognisable. These 
cell-groups extend to,vards each other, meet dorsally above the oeso
phagus, and fin~lly produce a semi-circular or horse-shoe-shaped 
appearance. 

As development proceeds, these cells multiply, and spread inwards 
and downwards on either side of the radular sac, so that they lie scattered 
in the space between the body-wall and the fore-gut, right up to the lower 
end of the radular sac. The nuchal cells not only increase in number 
but also show a marked growth in their size and beconle more prominent. 

Later, va~uoles appear within these cells, as a result of which they 
become distended, while their shapes get distorted and irregular (Text
fig. 30b). The vacuoles are small to begin with, but soon grow large 
and displace the nuclei from their original central position towards the 
periphery. 

A close study of these cells in v~rious stages - of development 
.hows that they continue to lead an independeI}.t existence 
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without participating in the formation of any organ whatsoever, that 
they persist for some time after the formation of vacuoles and changes 
in their shape, and that they disappear completely when .the embryo is 
ready to hatch. No trace of their existence has been observed either 
in embryos ready to hatch or in the newly hatched animals. 

Plevious wcrk and discussion.-Nuchal cells have been described 
in some other fresh-water Gastropods, viz., Paludina, Bythinia 
(Prosobranchs), and Lymnaea, Planorbis, Ancylus and Physa 
(Pulmonates); but they have not been observed in the terrestrial 
Pulmonates. Wierzejski (1905), on account of their position, considers 
them to be analogous with the' external kidney of the marine 
Proso branchs. 

As regards their morphological and physiological significance nothing 
definite is known, Fol. studied them in AncyZus, Pianorbis and Lymnaea 
and describes them as special mesodermal cells w~ich have delaminated 
frOln the ectoderm. According t~ Erlanger (1891), the nuchal cells 
arise as an unpaired plate-like extension (" verbreitung") in the mid
dorsal line of the posterior border of the velum, 'and are thus ectodermal 
in origin. vVierzejski (1905), on the other hand, describes them in 
Ph.ysa as mesodernlal in origin, having been derived from the secondary 
nlesoderm as a paired rudiment close to the dorsal edges of the head 
plates which later extend towards each other in the middle line above 
the pharynx and thus lorm one semi-circular cell-plate. According to 
hiln, there is no genetic relation either with the velum as considered by 
Erlanger, or with the head plates. Tn Pila, so far as I have been able 
to ascertain, the origin and development of these cells accords with the 
findings of ""ierzejski. 

Similarly, contradictory views are held as regards their physiological 
significance. Lereboullet (1862) regarded them as nervous elements, 
"Thile Lankester (1874) mistook them to be rudiments of cerebral ganglia. 
Fo!. (1880) believes them to be remnants of a rudimen~ary organ. Erlan
ger (1891), though silent about their actual significance in Paludina, 
mentions a casual connection bet\veen the appearance of these cells and 
the absorption of the velum. Wierzejski (1905) suggests that on account 
of (1) the pres.ence of these cells close to the primary kidneys,' (2) the 
early appearance of these cells, and (3) their becoming large and 
vacuolated at the time of the atrophy of the primary kidneys,~ these 
cells seem to be concerned with an excretory function. But this view 
cannot hold good in Pila, since the nuchal cells (i) appear in later stages, 
i.e., in Stage 10 ; (ii) are not at all related to the prilnary kidneys, as the 
latter are absent in Pt"la; and (iii) because in Pila these cells attain their 
Dla.ximunl size and get vacuolated in stages when the real kidney is 
already functioning (Stage 12). I, therefore, hold that the nuchal cells 
constitute an independent larval organ of problematic function. 

XI. THE FOOT. 

Genera,l Development of the Foot. 
The origin of the foot and the str~ctural changes it undergoes have 

already been described above. The foot is composed exclusively of ecto
dermal and mesenchymatous .cells. As .development prooeeds, the base of 

H 
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the cone at it.s junction with the head-vesicle anteriorly and the ent~e 
anterior surface of the cone both increase in size. The posterior surface 
of the cone does not gro,v at the same rat.e. The result of t.his differen
tial growth is, that the area at the anterior junction of the foot a~d 
head-vesicle forms the anterior ascending surface of the foot, the anterIor 
surface of the cone comes to form the fiat sole of the foot, whi1e the 
slow-growing posterior surface forms the postero-dorsal wall of the 
foot. The pedal cell-plate persists up to Stage 12 but disappears later. 
'~Vhen the foot has flattened (Stage 10), cilia develop on its entire 
ventral surface (Text-fig. 28 b.) These cilia are extremely fine in the 
earlier stages of their development and are evenly distributed over 
the sole of the foot (cf. Barr, 1928 ; R.oth, ] 929). 

In later stages of development when the embryo has assumed a 
snail-like appearance (Stages 11 and 12 : Text-figs. 5d, e, f), a notch
like invagination appea,rs close to the extreme posterior end of the foot, 
at the j'unction of the sole and the posterior surface (Text-fig. 10). This 
'invagination gradually deepens and extends upwards on either side of 
the foot so as to rea.ch as far as the junction of the foot with the posterior 
end of the head-vesicle, close to the place where the latter meets the 
visceral sac. i\.S a result of this extension of the invagination, the poste
ro-dorsal part. of the. foot becomes raised and is distinguished a~ a disc
like structure more or less constricted from its ventral part. This may be 
called the operculigenous disc or lobe of the foot, i.e., that part of 
th~ . .foot which secretes and bears the operculunl (Text-figs. 10; 11; 
25h i and 26a, b, g). 

Shnilarly, at about this, stage (i.e., Stage l~), an ectodermal invagina
tion takes place in the anterior wan of the foot. This is notch-like to 
begin with~ but s~on deepens posteriorly into a small and narrow gro~e
like structure. This is the rudiment of the pedal gland (Text-fig. 11). 

The Epitllelium of the Foot. 

In the earliest stages, the cells lining the walls of the foot are all alike 
in 'bein_g tall and cylindrical (Text-fig. l~a). They are closely pressed 
against one another, are rich in protoplasm, and are provided with 
centrally situated oval or ovoid nuclei. Gradually, however, the cells 
towards the base of the conical foot become smaller than those towards 
the. apex of the cone (Text-fig. 27b). This change in size and shape 
proceeds dorso-ventrally, both along the anterior wall of the foot as 
well as along its lateral walls, till, finally, in a completely flattened foot 
only the cells of the sole of the foot remain tall, cylindrical and glan
dular with oval or r?uuded nuclei (Text-:-fig. 28f). The cells bounding 
the postero-dorsal area of the foot, i.e .. , those fornling the operculigen
ous disc, remain unaffected by these changes and they retain their colum
nar and glandular character. The horny, membranous rudiment of the 
operculum is secreted by these cells in the same way as the shell is secret
ed by the shell-gland, with this 'difference that th~re is no invagination 
in the area of the operculigenous disc, and the surface remainf: flat. The 
rudimentary operculum later becomes calcareous!. 
ie 

J l have, bow~v~r, llPt f9nOWeQ ~o development of the operculum, 
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The cells lining the sole of the foot undergo a change. Their nuclei 
Diove towards their bases, i.e., towards the end opposite the one that 
bears the cilia,. These cilia are not confined to the sole of the foot but 
also extend upwards along the edges of the foot so as to reach dorsa,lly 
the lower margin of t~e lateral grooves, which are formed at this stage 
as ectodermal invaginations, one on either side, occurring in the antero
lateral part of the foot close to the foot-fringe l • These lateral grooves 
correspond to the peripodial grooves of Ar1.:on as described by Barr (1928), 
with this difference that in Pila they do not extend as far back as the 
posterior end of the foot, but are confined to its anterior part. They 
are deeper anteriorly but gradually become shallow till they disappear 
altogether. I noticed the presence of these grooves for the first time 
in Stage 11. 

Another structure within the foot, is the columellar muscle. In 
very early stages, when the foot has just flattened at its anterior end 
(Stage 6), the mesenchyme cells become thickly concentrated in the 
posterior part of the foot. 'Vith further developnlent, the number of 
these cells increases and they aggregate towards the left posterior side. 
When the enlbryo ha,s assumed a snail-like appearance (Sta,ge. 11, Text
fig. 10), the cell~ of the aggregated mass begin to differentiate into elong
ated spindle-shaped cells with centrally situated nuclei; these are 
the Dluscle cells. This differentiation extends from the posterior to 
the anterior end, till nearly a.ll ~he cells 'of the mass become transformed 
into t.he muscle cells. These cells forn1 the rudiment of the columellar 
muscle. A fully differentiated columellar' muscle extends over the 
entire surfa.ce of the operculigenous disc of the foot beneath the oper
cuhInl. In an extend"ed foot~ the ~uscle appears as an arched structure 
directed anteriorly with the convexity ot the arch lying ~t the junction 
of the foot with the head-vesicle (Text-fig 11). The muscle is broad 
at its anteriur end, but posteriorly it is narrow and band-like and lies 
to the left of the oesophagus. I t helps in the retraction of the foot 
within the shell. 

In addition to t.his nluscle. other muscle fibres and' strands, which 
lie interspersed within the foot and cross one another, develop by the 
t.ransformation of the Inesench vnle cells and thus form the lnuscula-., 
ture of the foot. 

The Pedal Gland. 

The origin of the pedal gland as an ectodermal invagination at 
the anterior end of the foot has been already pointed 'out. With 
further development the invagination deepens and extends backwards 
in a horizontal direction within the substance of the foot, almost parallel 
to its ventral creeping surface. It is tubular in appearance and is con~ 
fined to the anterior part of the foot (Text-fig. 11). 

At first this tubular rudiment is lined throughout with small cubical 
cells but soon some of the cells at the inner blind end of the tubular 
invagination inc-rease in size and sinlt into the subjacent connective 
tissue mass. Here they swell up into irregular oval bulb .. 1ike shapes 
» ,J ti 

1 The lateral marlri!ls of ~e 80Je are d~ifll&ted ''I the foot-fringe. 

B2 
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with their nuclei in their swollen bases. These swollen cells vary in s~ze 
and together fornl a compact, mass around the posterior end of the inva
ginated tube, and constitute the glandular mucous cells of the pedal 
gland, while the undifferentiated tubular part functions as the canal 
for the slime secreted by the glandular cells. These secretory cells do 
not take up stains easily. 

a. 
gl.e. 

TEXT-FIG. 31. Three successive stages in the development of the gland cells of 
the foot in the developing embryo. In (c) a gland cell is seen op~ning 011 T.he sole of the 
foot: x 447. 

As .development proceeds, the secretory cells ,increase in size and 
~ink further into the subjacent mass of connective tissue, but re~ain 
their connection ,,'ith the tubular canal through their narrower proxi
mal parts. The slime secreted by t?-e mucous cells is thus discharged 

. directly into the secretory canal. 

Other Glands of tlte Foot. 

Besides the pedal gland, there are a few others found ,vi thin the foot. 
I have arranged them, on the ~Jasis of their position, into three different 
groups. 

(1) The first group includes glands that are situated in the 
neighbourhood of the lateral grooves into which they opep.. These 
correspond to the "peripodial glands" of Arion (Barr, 1928), and 
resemble them in form and structure and are ectodermal in origin. 
They"arise almost simultaneously with the pedal glands and are always 
unicellular. They are mucous glands which discharge their slimy secre
tion- into the lateral grooves. From t.he lateral grooves the secretion 
is carried anteriorly to the opening of the pedal gland by the cilia lining 
the outer borders of the groovesl . 

(2) The second type of glands are confined to the antero-dorsal part 
of the foot. The covering epithelium of this part of the foot consists 

1 Barr (1928) states that in Arion" the cells discharge their mucus into the inter
cellular spaces, especially into those that are situated just below the canal. From there 
the mucus passes out into the lumen of the canal. This process is probably assisted 
by the contraction of the muscles which are found between the cells. Some of the 
glandular cells (i.e., t~ose in the roof of the canal and round its dorsal half) discharge 
their contents directly into the canal". I do not see any justification for this view as 
the whole of the secretion is directly discharged into the lumen of the canal itself. The 
mucous cells are of epithelial origin and sink into the substance of the connective tissue 
but they never lose their connection with the epithelium. In sections, one can' not 
always see their connections with the epithelium without reconstruction., and hence 
ca.n easill be misled to think that they discharge their .contents into the' intercellular· 
spaces. Barr himself has noticed the mucous cells in the roof openblg directly into the 
canal. 
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of tall cylindrical cells with oval or elliptical nuclei in the basal ends 
of these cells. 

In an embryo in Stage 11, some of the epithelial cells lining this 
surface sink inwards (Text-fig. 3la) and take up a deeper stain than 
that of the adjacent epithelial cells. The nuclei in these cells become 
large and round and pass into their epithelial portions. 

As growth proceeds these glandular cells sink deeper till they come 
to be imbedded in the deeper part.s of the sub-epithelial mass of the 
foot (Text-fig. 3lb). The proximal parts of these c~lls become very 
much narrowed into long tubular neck-like structures which serve as 
the ductules for the secretion to he discharged on the surface of the 
foot. On their further nligration inwards, these ductules elongate and 
become tortuous in their course, with the result that one must examine 
a number of sections to trace the entire course of these cells and their 
ductules, which are continuous right up to the outer epithelium (Text-fig. 
31b). Since these cells are continuously being differentiated from the 
ordinary columnar cells, they a.re seen at different stages of develop
ment and are of different sizes in the same embryo. They vary 
in shape from the vesicular to rhomboidal. 

(3) The third set of glands are confined to the sole of the foot and 
are, therefore, aptly described as the foot-sole glands. These are also 
unicellular like the others, and appear much later, when the embryo 
~s ready to hatch. They arise and develop from the epithelium of 
the sole of the foot and resemble more or less the gland-cells belonging. 
to the second group (Text-fig. 31c). 

Some other structures connected with the Foot. 

The lateral grooves, on either side, mark the boundary between the 
epithelium of the foot-fringe and that of the lateral walls, the cells lining 
the foot-fringe and the sole being· tall and ciliated, while those lining 
the lateral walls are small and non-ciliated. 

The other structures found within the foot are: (1) two statocysts, 
(2) the two pleuro-pedal ganglia with· their commissures and connec
tives, and (3) the lower distal part of the unpaired radular sac with its 
associated musculature (Text-fig. 28 f). Of these, the ~st two are 
directly related to the foot because of their origin by invagination· and 
delanlination, from the ectodermal epithelium of the foot. These two 
structures have been separately described in the chapter on the nervous 
s ys tem and th e receptor organs. 

The radular sac, however, arises from the fore-gut and develop
nlentally is entirely unconnected with the foot. It is only due to its 
inerea.se in length . that in later stages it penetrates into the foot, lying 
bet\veen the two pleuro-pedal ganglionic masses. The musculature 
of the radular sac and the so-called supporting cartilages of the odonto
phore is partly derived froIn the mesenchymatous cells of the foot. 

XII. THE SHELL-GLAND AND THE MANTLE. 

The origin and development of the shell-gland as a thickened plate 
of tall glandular cells, on the postero-dorsE\1 surface of the embryo (Text-
figs. 4 a, b.; and 6 a) and the further changes it undergoes, :firstly through 
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invagination, and secondly, through eversion and cliange in position, 
have already been fully described already. 

After the invagination of the shell-gland is complete there is 
~tn ~ersion of the gland. The cells lining the central, everted area 
become sma.Iler in size and are more or less flattened, while the peri
pheral area, which is bounded on the outside by the mantle fold and the 
mantle groove~ still consIsts of tall and columnar cells (Text-figs. 9 and 
23a). This peripheral area represents the rudinlent of the shell-gland of 
the adult. 

At the time the shell g~and invaginates, its margin forms a raised fold 
all round the gland, the fold projecting inwards t.owards the centre of 
the invagination. This is the nlantle fold which, in earlier stages, is 
more marked anteriorly than posteriorly (Text-fig. 4.f), ,vith the result 
that the mantle groove, running all round beneath the mantle fold, is 
also deeper anteriorly than posteriorly. In later stages, the mantle 
fold forIns t.he anterior free end of the nlantle (Text-figs. 10 and 11). 

The rudinlel~t of the· shell is secreted first as a thin cuticular membrane 
from the shell gland when "the latter 9till forms an invagination on the 
left side of the visceral-sac rudiment (Stage 6, Text-fig. 4 f). It forms 
a thin cap-like structure covering the shell-gland. It is against the 
inner surface of this cuticular shell that the calcareous parts of the shell 
(ostracum and hypostracum) are later deposited. 

The rudiment of the mantle id differentiated from that part of the 
visceral-sac rudiment which is bounded bv the mantle fold and the 
ma.ntle groove at its free end, and is lined on "its left side by tall columnar 
eells of the shell gland (Text-fig. 23a) .. 

On the completion of torsion~ the mantle comes to lie dorso-Iaterally, 
and with further growth moves forward to enclose thd head-vesicle 
dorso-laterally (Text-fig. 5 d). During this period, the mantle fold 
becomes thick and the ma.n~le groove well-defined. The central everted 
area of the shell-gland, which now consists of completely flattened cells, 
forms the outer epithelium of the visceral sac. 

sup. m. r. 

m.ep. 

TEXT-FlO. 32. Sagittal section passlllg through the adult shell gland ar.d the 
mantle grooye~ and I'hL wing the glandular cells of the supra-marginal ridge: X 447. 

The mantle epitheliunl, at the free edge of the mantle, viz., the mantle 
fo.ld, is lined by a single layer of cubical cells of uniform height, with a 
rounded nucleus in -the middle of each cell. These cells. continue poste
riorly and line the inner epitheliunl of the mantle. On the outer side 
of the mantle, however, the mantle groove (=supra-marginal groove 
of Prashad, 1932), which is still sufficiently deep in Stage 11, is lined 
with a single row of columnar cells of varying height, the cells lining 
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the anterior ,vall of the groove being shorter in height than those which 
line its posterior wall~ Immediately posterior to the nlantle groove 
lies, as in earlier stages, the rudiment of the shell-gland of the adult. 
The latter still consists of a single layer of tall columnar and gls,.~dular 
cellR with a centrally situated nucleus in each cell. These cells gradually 
dinlinish posteriorly in their height and merge imperceptibly into the 
small ~nd flattened cells of the mant]e (Text-fig. 10). 

In later stages of development (Stage 12), the region of the .ahell
gland becomes more marked and its surface becomes raised a little above 
that of the rest of the mantle (Text-fig. 11). This raised area for~ns the 
rudiment of the supra.-marginal ridge (Prashad, 1928). The cells con
~tituting the supra-marginal ridge have beconle further differentiated. 
They are now taller than in the preceding stages and have sunk deep 
down into the subjacent connective tissue. The nuclei of these cells 
moving fronl their original central position, come to lie at the inner 
or ventral ends of the cells. The supra-marginal ridge is now restricted 
to a. limited and defined area (Text-fig. 11). 

"Tith further development, the tall glandul.ar c~lls of the supra
l11arginal ridge become swollen or rounded at their inner ends and thus 
appear more or less flask-shaped (Text-fig. 32). The ,ovoidal nuclei 
lie in t.he rounded ends of these cells, which are now arranged more or 
less in bundles, the individual cells being curved in their lower halves 
(cf. Paludina, Prashad, 1928). This curvat.ure is due to lack of space, 
the cells being pushed sideways into the connective tissue~ a view also 
held by Prashad. 

In an embryo about to hatch, sonle calcareous structures are found 
lying ilnbedded in the connective tissue at the base of these flask-shaped 
cells. They are snlall refractive bodies v{hich, according to Prashad, 
gradually pass into the glandular cells of the supra-marginal ridge which 
secretes the ostracallayers of the shell. At this time pigment is found 
in t.he outer epithelial covering of the mantle, which extends posteriorly 
behind t.he sup~'a-marginal ridge. The pigment granulesl are confined 
to the upper parts of the cells. It is the outer general covering of the 
mantle which is responsible for the secretion of the innermost or hypos
tracalla,ver of the shell. 

The inantle groove, during the course of its development, does not 
remain uncha~ged. Its lunlen becomes reduced on account of the 
eneroaclunent of the different.iated cells of t.he supra-marginal ridge 
(Text-fig. 32). 

P'rev1:ous work and discussion.--Semper (1862) did not notice in 
J4'1'npullaria. polita the first formation of the shell-gland on the aboral 
surface of the embryo. The stage which he described as the" erste 
.Anlage del' Rchale " is a later s~age, where the shell gland has already 
shifted to the left side (Stage 5) and the shell secreting area is lying as 
an ova.l elise consisting of small polygonal cells. Fernando (1931) 
describes it as a depression on the postero-dorsa] surface of a trocho
phore, but he tioes not describe its structure, ·though his figs. 1 and 4, 

1 I have not traced the origin of the pigment granules, but according to Dista.so 
(in Helix and other Gastropoda, 1908) and Prashad (in the Viviparidae, 1928), and 
others, they are derived from the nuclea~ chromatin of the chromatophoreR. 
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Pl. I show it as being composed of polygonal cells, a condition which is 
also noticed in Pila globosa when the sections are oblique. 

·SCQtt (1934), while making no mention of the structure of the shell
gland, in .A.m.pullaria cana lieu lata , describes it as a depression on the 
postero-dorsal surface of the embryo. This depression follows the 
same course in later development as I have described in Pila globosa. 

In the case of those Molluscs whose cell-lineage has been c0111pletely 
traced, e.g. Orepid'ltla (Conklin, 1897), Planorbis (Holmes, 1900), Physa 
(Wierzejski, 1905) Littorina (Delsman, 1914) and others, it has been 
definitely established that the shell-gland is fornled by the descendants 
of the first somatoblast, 2nd or X, showing thereby that in all Molluscs 
it is derived from the same region of the developing egg. This region 
forms the aboral surface and. extends from behind the velum to the 
posterior end of the embryo. 

XIII. THE MANTLE-CAVITY. 

The rudiment,of the mantle-cavity ~ first formed in the mid-ventral 
region of the visceral-sac rudjment, arises as an ectodermal invagina
tion almost in the same transverse plane as the right and left rudiments 
of the pericardium (Text-fig. 16e). The invagination sinks deeper and 
fornls a groove-like structure fronl the inner end of which the rudiments 
of the right and left ureters take their origin, these latter being hardly 
distinguishable in their earlier stages, from the. rudiment of the mantle 
cavity. 

\..~l the stages of development of the mantle cavit.y, from its mid
ventral position (Stage 2) to its final definitive dorsal position (Stage 
10), have already been described above (pp. 233 and 246). It was 
stated'~that by the time the mantle-cavity reaches its definitive dorsal. 
position, it no longer remains tubular but becomes a wide and spacious 
cavity enclosed dorso-lateraHy by the mantle (Stages 10 and 11). The 
anus opens for the first time into the mantle-cavity just when the latter, 
on account of complete torsion~ comes to lie on the dorsal side of the 
embryo, and the rudiments of the gill and the osphradium are projec
ting into it from the inner surface of the mantle (Stage 10). 

As the enlbryo assumes a snail-like appearance (if. Sta.ge 11), an 
antero-postel'ior fold, the epitaenia running in an obliquely longitudinal 
direction, arises from the base of the nlantle cavity and grows vertically 
upwardR. It forms a septum incompletely dividing the nlantle cavity 
into two chanlbers of unequal size. The larger right chamber contains 
the gill and the anal, excretory and g~nital aperture~ and is called the 
branchial chamber. The smaller left chamber is, on account of the 
presence in it of the osphradium and the lung, known as the p~Ilmonary 
chamber. 

Thus, we find that the mantle cavity in Pila globusa is an ectodermal 
structure, mid-ventral in position at the time of its origin. But as a 
result of dextral torsion, it is rotated through 1800 to occupy its final 
definitive dorsal position. 

p.,evious 'woJ'l~ and diseuss·iol".-According to Fernando (1931), 
the rudiment of the mant.le cavity in Pila gigas arises as an ectodermal 
invagination ,vhich later acquires a lumen. He does not, however 
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specify th? exact position of this rudiment. His description of the later 
stageR of Its rlevelopment agrees with mine. 

As regards the origin of the mantle-cavity in other Ga~tropoda, 
Erlanger (1891) describes it as an unpaired small depression on the 
ventral surface of the posterior part of the embryo, while Drum~ond 
(1903) and Ot.to and Tonniges (1905) describe a paired rudinlent of the 
mantle-cavity, one on either Ride of a.nd below the intestine, the right 
one being larger than the left. Drunlnl0nd says tha.t " it is only at a, 
later stage that a portion of the body inunediately in front of the anus 
sinks in and unites the two origina.l depressions, thereby including the 
anus in the Inantle-cavity" The t\VO depressions are, accord.ing to 
Drummond, never svmmetrical 

Delsma.n (1914), "who studied it in Littorina only in the (;arlier stages 
of development, describes the rudinlent of the mantle-cavity a.s situated 
in the beginning on the right side. 

Amongst marine Prosobranchs, v·iz., l\Tassa mutabilis and FUSU.9 

(Bobretzky, 1877), the rudiment of the mantle-cavity, being asymnle
trical, arises as a sickle-shaped ectodermal invagination on the right 
side 0 f the enl bryo. 

Amongst the Pulnl0nates also, the rudiment of the mantle-cavity 
arises either as a simple shallow depression or slit-like invagi
nation which on deepening leads to the formation o~ the Inantle-cavity. 
It arises'independent.ly of the lung, though th.e t,,;o are intimately con
nected. In Planorbis, a.ccording to Rabl (1875), the rudiment of the 
mantle-ca vity originates in a differ~nt manner: it originates by the 
raising of the mantle-folds from the body-surface to which
they are closely attached in the earlier stages, and thus a slit-like space 
is produced ,vhich later develops into the mantle-cavity. But in Helix 
(18BO) he describes the rudiInent of the mantle-cavity to be forlned as 
an ectodermal in vagination. In Limax, according to l\ieisenheinlel" 
(1898) the mant.Ie-cavity arises by the" secondary" rolling up of the 
shell-folds (=mantle-folds) but Heyder (1909) considers that" the forma
tion of the mantle-cavity is a continuous and progressive gro,vth Be 
that a prilnary forlnation and a secondary rolling up (as pointed out 
by Meisenheimer) can hardly be admitted" On this basis,. Heyder 
regards the primary arching of the mant.le-fold as the first rudinlent 
of the mantle-cavity. Heyder (1909) describes the rudiment of the 
nlantle-cavity in A rion as a groove on the right side of the embryo which, 
therefore, is asvmrnetrical. .. 

XI\T SUMMARY. 

1. Oviposition takes place on land. Each egg is composed of a 
thick calcareous shell, t\VO thin membranes (the shell-membrane and 
the albumen-membrane), a solid albuminous sphere, and the albulnin
ous fluid in which the embryo floats. 

2. Cleavage is total and' of the spiral type, the first two divisions 
being equal, inequality stepping in at the third division. Only three 
quartettes of 11licr0111ereS are segregated to give rise to the ectoderm. 
The nlacronleres give rise to the endoderm and the mesoderui. 

3. The cleavage-cavity appears very early at the 2-cell stage. 
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4. The blast.ula has a large blastocoele. 
5. Gastrulation is clubolic. 
6. The mesodernl is teloblastic in origin. 
7 The blastopore per~ists and is transformed into the anus. 
8. A.ll the essential organa are developed during the embryonic stage, 

and the embryo hatches out when it. ful1y resembles the adult in all 
important respects .. 

9. The first rudiment of the aliroentary canal is the endoderma1 
archenteron froln·t,he anterior blind end of which the stomach and the 
digestive gland arise, while its posterior part gives ri::,e to the intestine. 
In early stages, folds ari~e internally from the \vctll of the prinlitive 
stoma.ch for the assimilation of t.hp. ingested albumen; as deyelopment 
proceeds these folds are absorbed. 

10. The stomodaeuln or fore-gut is ectoderlnal and is formed by 
invagination. Later, the stomodaeuln becornes differentiated into an 
anterior part including (i) the buccal-cavity, and (ii) a posterior part 
including the oesophagus. The radular sac, the sub-1ingual cavities, 
the ·oesopha,geal pouches and the salivary glands all arise fronl the 
anterior part. 

11. The radular sac arises as a mid-ventral outpushing from the 
floor of the stomodaeum, the basal membrane being secreted by the 
basal epithelium of the sac. The radular teeth are secreted by the odonto
blasts . which are many in number and are differentiated at the blind 
dist.al end of the radular sac. There. are only seven teeth in each cross 
row. The lateral pair of teeth are the first to be differentiated. These 
arc followed by the 'marginal pairs, while the median tooth is the last 
to be differentiated. The dorsal epithelium of the sac fornls cell-com
plexes projecting in between the apices of the teeth. 

12. The salivary glands evaginate from the postero-dorso-Iateral 
walls of the buccal-cavity as simple tubular structures which become 
branched subsequently. 

13. The dige~tive-gla.nd evaginates from two rudiments. Of these, 
the anterior one is differentiated fronl the cells lining the wall~ of the 
primitive stomach lying within the head-vesicle, while the posterior is 
formed later from the posterior end of the primitive stomach and lies 
within the visceral-sac rudiment and develops into the digestive-gland 
of the adult. The anterior rudinlent is absorbed in the later stages of 
development. 

14. The stomach is differentiated fronl the right ventro-Iateral side 
of the posterior end of the primitive stomach. 

15. A common rudiment for the kidney, the pericardium, the heart, 
and the gonad is differentiated in the form of two ventrally situated 
mesodermal cell-masses, orle on either side' of the intestine in the visceral
sac rudiment. A lumen appears in each cell·nlass· (r~presenting the 
coelom) giving rise to the rudiments of the pericardium, etc. The two 
rudiments, lueeting together, fuse to form a single structure divided 
by a sept~m which subsequently disappears. 

16. The rudiments of the right and left. kidneys arise in the form 
of two thickenings of the postero-ventral walls of the right and left 
pericardial cavities. The right one evaginates and forms a sac-like 
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structure which subsequently becomes lamellar and develops into the 
definitive (left) functional kidney of the adult. 

17 The left kidney rudiment per~ists as a rudimentary structure 
a.nd takes part in the formation of the genital duct. 

18. The ureter (=anterior' kidney) evaginates from the inner end 
of the nlalltle-cavity as a tubular structure and is t.hus ectodermal in 
origin. It deve]ops, later, into the larnellar organ of the adult. 

19. The efferent duct of the. left rudimentary kidney also evaginates 
from the inner left end of the nlantle-cavity and relnains rudimentary, 
to be transformed la.ter into the genital duct. 

20. The heart arises as an unpaired tliickening of the pericardial 
wall which invaginates later and forms a tubular organ. This becomes 
constricted in the nliddle to give rise to the auricle and the ventricle. 

21. The blood-vessels arise independently of the heart and origillat.e 
i~ sinuses in the body-ca,vity~ enclosed by mesenchYlne cells. 

22. The gonad is differentiated from the roof of the pericardiunl 
as an unpaired thickening. It lies very close and dorsally,' to the left 
kidnev rudiment with which it fuses to communicate with the mantle-

~ . 

c8.vity through the rudimentary efferent duct of the left kidney. 
23. The gi~l a,rises as an unpaired rudiment in the form of a series 

of outpushings from the right 01' future inner waH of the mantle rudiment 
just dorsally to the right of ~he peticardiunl. 

24. The lung originates as an invagination of the mantle epithelium 
between the rudiments of the gill and the osphradium. It is neither 
an invaginated gill ~filament nor is it homologous with the lung of the 
Pulmonates. 

25. The nervous system is ectodermal in origin. All the gangJia 
arise separately as ectodermal thickenings which are delaminated ann 
only beconle connected later through commissures and connectives. 

(a) The cerebral ganglia arise from" head plates" (=the " Scheitel 
plattes") of the G-erman authors\ and "Sinnesplatte" of 
Schmidt. " 

(b) The pedal and pleural ganglia arise as separate rudiments froDI 
the lateral walls of the" Kopffuss ," more or less ventrally 
to the place for the origin of the statocysts. 

(c) The buccal ganglia arise from the stomodaeum close to the 
region of evagination of the radular sac. 

(d) The intestinal ganglia are symmetrical in the beginning and 
arise ventro-Iaterally at the place where the "Kopffuss" 
and the visceral-sac rudi~ent meet. 

(e) The visceral ganglion is unpaired and delaminates from the 
right wall of t.he visceral-sac rudiment, and is situated dorsally 
to the level of the pericardiunl. It originates much earlier 
than the differentia.tion of the Inantle rudiment. 

26. The statocysts arise at first as flat, plate-like thickenings which 
invaginate deeply and get detached from the overlying epithelium of 
the foot. They originate nluch later than the pedal a.nd pleural ganglia. 

27 The eyes arise as invaginations in the region of the hea~ plates, 
which become detached from the over-lying epitheliunl to form the 
optic vesicles. The lens in each is secreted by the walls. of the vesicle. 
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28. The tentae.les originate as outpushings of the" Scheitel plattes " 
29. The osphradium arises as an outpushing of the "inner wall·of the 

niantle rudiment, close to and almost in the same plane as the rudiments 
of t.he gill and the lung. 

30. The mantle-cavity arises as a single tubular ectodermal invagi
nation ~f the visceral-sac rudiment, immediately below the mesodernlal 
cell-masses. "The anus. which at first lies posterior to it, opens into it 
,,;hen -torsion is complete. 

31. The foot arises as a mid-ventral protrusion from the post-vela,!" 
area.. The pedal gland is foruled by an invagination of the outer epithe
lium at the anterior end of the foot. The other glands found within 
the foot are also of epithelial origin. The operculigenous lobe is demar
cated at the postero-dorsal surface of the foot, the operculum being 
secreted from its dorsal surface. 

32. The shell gland arises as an ectodermal thickening at the aboral 
pole. It first invaginates and la.ter gets everted. During eversion, 
\vhile the cells of. the central region of the everted shell gland, become 
thin and flattened to fornl tha outer epithelium of the visceral sac, its 
marginal cells renlain tall and colunlnar and give rise subsequently to 
the shell-gland (=::;upra-marginal ridge) of the adult. 

XV EXPLANATION OF LETTERING IN TEXT-FIGURES. 

a., Anus. an. c. pl., Anal cell-plate. ant., :Anterior end. a.p., Animal pole. ao., 
Aorta. ape C. pl., Apical cell-plate. arch., Archenteron (or primitive stomach). areA. 
c., archenteric cavity. arch. f., Archenteric folds. au., Auricle. au. vent. ap., Auri
culo-ventricular aperture. bas. 'In., Basal membrane. b. c., Buccal cavity. b. el). 
Basal epithelium. b.g., Buccal ganglion. b. gl., Buccal gland. bl., Blastopore. c: 
b. en., Cerebro-buccal connective. C. c'm., Cerebral commissure. c. g., Cerebral ga.ng
lion.. cl. c., Cleavage cavity. coe., Coelom. col. musc., Columellar muscle. c. p. cn., 
Cerebro-pedal connective. C. pl. cn., Cerebro-pleural connective. ct., Gill. ct. f., Gill 
fila,ment. d. ep., Dorsal epithelium. d. gt., Digestive gland. dr., Dorsal side. e., 
"Eye. ect.,. Ectoderm. end., Endoderm. f., Foot. j. ep., Foot-epithelium. g., gonad. 
gl. e., Gland cells. h., Heart. h. ves., Head-vesicle. i. c., Inner cornea. i. i. cn., Infra
intestinal connective. i. i. g., Infra-intestinal ganglion. i. i. n."Infra-intestinal nerv~. 
int., Intestine. into g., Intestinal ganglion. k., Right kidney. k., Left (rudimentary) 
kidney. l., Lung. lens., Lens of eye. l. h., Larval heart. l. 0.; Opening of the lung. 
lp., Lip. l. r., Lung rudiment. 1. r. 0., Opening of the lung rudiment. It. 'Ines. bd., 
left mesoblastic band. 111,., Mouth. 'In. c., Mantle-cavity. mes., Mesoderm. mu. 
bd~, mesoblastic band. mesch., Mesenchyme cells. mt., Mantle. m,tJ., Mantle fold. 
m.t. gr., Mantle groove. n., Nerve. o. c., Outer cornea. od., Odontoblasts. oes., 
Oesophagus. op., Operculum. Ope l. Operculigenous lobe. Ope n., Optic nerve. os., 
Osphradium. os. n., Osphradial nerve. p., Right pericardium. ,po Left pericardium. 
p. cm.,l First pedal commissure. p. cm., 2 Second pedal commissure. p. c. pl., P~dal 
cell-plate. p. g., Ped81 ganglion. p. gl., Pedal gland. p. gr., Pedal groove. pl. g., 
Pleural ganglion. pl. p. g., Pleuro-pedal ganglionic mass. post., Posterior end. p. T., 

Pericardial rudiment. pre st., Primitive stomach (or archenteron). pro tel., primary 
teloblasts or primary mesodermal cells. p. v., Pulmonary vein. q., Nuchal cells. rad., 
Radula. rad. S., Radulal' sac. rad. t., Radular teeth. ret., Retina. r. p.o., Reno
pericardial aperture of the right kidney. r.l p.o., Reno-pericardial aperture of the left 
kidney. rt. meso bd., right mesoblastic band. Sch. pl., Head plate or " Scheitelplate." 
aeg. c., Segmentation cavity. sept., Septum. sh., Shell. sn. gl., Shell gland. 8. i. g., 
Supra-intestinal ganglion. S. i. n., Supra-intestinal nerve. ainus., Blood sinus. s. 
l. c., Sub-lingual cavity. sl. gl., Salivary gland. sl. gl. 0., Opening of the salivary gland. 
8. oes. p., Sub-oesophageal pOUQh. J S. rad. or., Sub-radular organ. st., Stomach. stat., 
Statocyst. atomod., Stomodaeum. str., Streak. sup. m. r., Supra-marginal ridge. 
t., Tentacle. t. n., Tentacular nerve. ur., Ureter of the Right kidney. uf. Ureter 
of the left kidney. fJ., Velum. vac., Vacuoles. vent., Ventricle. ve8t., Vestibule. 
". g., Visceral ganglion. V. h., Visceral hump. v. m., Visceral sac. V. p., VegetabJe 
pole. t1. t., Ventral side. 
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