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ABSTRACT:

!llni.,\. B.A & WtEnznowsrt, A. 2000 Biological response of ammonites to changing environmental con-

ditions: an example of Boreal Amoeboceras invasions into Submediterranean Province during Late Oxfordian.

Acra Geologica Polonica,50 (1), 45-54. Warszawa.

Antoeboceras faunas constituting the typical element of the Boreal Province occur abundantly in two

Antoeboceras layers in the Submediterranean Province ammonite succession of the Upper Oxfordian of

Central Poland. When compared with those from the home-area of ammonites of the genus Amoeboceras,

these invasive forms in the Submediterranean Province differ in their smaller shell-sizes. in the lack of differ-

entiation of the shells into separate size-related morphs, and in the crowding of septa for up to one and a half
u horls of the last pan of the phragmocone. The densely-spaced septa appear at the beginning of the fifth whorl,

afier the "normally" septate inner whorls. This fits well with the beginning of the sexual cycle postulated for

the phyfetically related genus Quenstedtoceras. Such a long section of phragmocone with densely-spaced

septa. indicating a prolonged period of low rate of shell growth, may be related to the attainment of a long peri-

cxl of sexual maturity due to environmental conditions untypical for Boreal forms.

K e 1  u o r d s :  a m m o n i t e  e c o l o g y ,  a m m o n i t e  r e p r o d u c t i v e  c y c l e ,  a m m o n i t e
i n v a s i o n ,  p a l a e o b i o g e o g r a p h y ,  J u r a s s i c ,  O x f o r d i a n ,  P o l a n d .

INTRODUCTiON

The Upper Oxfordian and Lower Kimmeridgian
ammon-ite faunas in the area of epicratonic Poland are
mostly of Submediterranean character, consisting
principally of representatives of the families
Oppeliidae, Ataxioceratidae and Aspidoceratidae, thus
enabling easy recognition of the Submeditenanean
ammonite zonal scheme. This area, together with other
areas of Europe. from Portugal to Dobruja, and the
northern Caucasus. corresponding to the northern

Tethyan shelf, constitutes the Submediterranean
Province (e.9. Marvln & Wrsnzsowsru 1995). A fair-
ly uniform, but not very abundant, occurrence of
ammonites of the family Aulacostephanidae, of
Subboreal affinity, is recognised in some areas of the
Submediterranean Province, including the territory of
Central Poland. These ammonites appeared during the
Late Oxfordian - Early Kimmeridgian in the
Submeditenanean Province, partly as newcomers
from the Subboreal hovince, and partly as forms
which had already developed in the Submediterranean
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Fig I Syborowa Gora quarry: bedded limestones of the Hypselum Subzone. the Anutebocerus layer is indicated by an arrow

Province as the indigenous representatives of the fam-
ily (Mnrvrn & WrenzeowsKr 1995).

A mass spread of Subboreal ammonites of the
family Aulacostephanidae toward the south during
the Late Kimmeridgian changed the biogeographic
position of the area of epicratonic Poland. placing it
into the Subboreal Province. which results in the
necessity of recognising of the Subboreal zonal
scheme (Kurrr & Zerss 1997, Mnrvln & Wrpnz-
eowsxr 2000).

Within the Upper Oxfordian and Kimmeridgian
succession of Central Poland. a few thin horizons
characterised by the common occurrence of Boreal
ammonites of the genus Amoeboceras of the family
Cardioceratidae are recognised. These so-called
Amoeboceras layers mark short-term invasions of
these Boreal ammonites (sometimes associated with
other forms of Boreal/Subboreal affinity. such as
bivalves of the genus Bucltia). into the
Submediterranean Province during the Late
Oxfordian and Early Kimmeridgian. as well as into
the Subboreal Province during the Late
Kimmeridgian (e.9. M,qrv;n & WIenzeowsKl 1988.
1997; Kurcr & ZElss 1997). Such episodes of
strong migration of the Boreal Amoebocerqs have
also been recognised in the other areas of the

Submediterranean Province. in Germany. France.
Switzerland (Arnops 1982. Arnops & al. 1993.
ScswelceRr 1995.  ScHwEIGERT & C, , \LLovoN
1997). and in the Subboreal Province. in England
(C , r r ro r t r r r  &  u l . 191  l ) .

The Boreal ammonites of the genus Antoeboceras
occuning in the Antoebocerus layers are represented
almost exclusively by small tbrms that are usually
interpreted as microconchs (e..q. CallovoN 1988;
Merr:,.r & WrgRzsousxr 1988. Arnops & al.1993\.
Detailed analysis of Amoeboceras from the two
Amoebocera.s layers of the Upper Oxfordian
Bimammatum Zone of Central Poland has shown.
however. marked abnormalities in shell development
compared with that of the typical microconchs
(M,rnLr & WleRzeowsxr 1999). This problem. and
its biological consequences are discussed in detail
below.

The Antoeboccrrr-s layers in the Bimammatum
Zone in Central Poland are known tiom deposits of
the spon-te me,safacies. u,hich shou, a u'ide lateral
extent from the massive l imestones of the cyanobac-
teria-sponge bioherms to the bedded micritic hme-
stones of wackestone to mudstone type of the sur-
rounding basins. The Amoeboceras layers are gener-
ally thin, attaining about l5-40 centimetres in thick-
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lI Iof . ryoCf,R.{S L, \ \ 'ERS IN THE
S L '  B \ I  EDITERR.\ \EAN BIMAMMATUM
ZO\E . \ \D THEIR PALAEOGEOGRAPHI-
CAL  S IG \ IF ICANCE

Of the tu o Antoeboceras layers recognised with-
in the Bimammatum Zone (Text-fig. 2), the lower
one contains abllndant representatives of the specles
Antoeboc'ercts tst'ule (QueNsreor). The ammonites
co-occur with the Boreal bivalve Buchia concenffi-
( 'n (SowERBy) - see MeryJA & WrERZBowsKr (1988,
Pl. l). as well as with numerous Submediterranean

Stlge Znne Subzone Horizon

The lerel uith abundant Antoeboceras ovale in
the Submediterranean succession generally' follows
the marked turnover of ammonite faunas at the
boundar l  o f  the Bi furcatus Zone.  and the
Bimammatum Zone.  The beginning of  the
Bimammatum Chron brought a strong migration of
ammonites of the family Ataxioceraridae (genus
Orthosphinctes) of Mediterranean affinitr'. uhich
replaced the representatives of the family
Per isphinct idae exis t ing ear l ier  in  the
Submeditenanean Province. On the other hand. the
beginnin_r of the Bimammatum Chron also shous
the first appearance of Subboreal ammonites of the
family Aulacostephanidae (of the Microbiplices -

Ritrgsteadia -sroup) in the studied area of the
Submediterranean Prol' ince (Mrrr lr &
WrEnzeowsxr 1995).

The upper Amoeboceras layer in the Bima-
mmatum Zone (Text-fig. 2) yielded abundant repre-
sentatives of the species Antoeboceras bauhini
(Oppel). represented by an assembla-ge of closely
related morphotypes A. bauhini (Opprl) - A. prae-
bauhini (S,u-rEI-o) - A. l ineatum (Qr- ersrEor). The
ammonites co-occur with abundant Submeditena-
nean ammonites. such as Taramelliceras (Metaha-
ploceras). Glochiceras (Conceras). and Ortho-
sphinctes. but also with some of Subboreal affinity -

especially Pictonia densicostata Bucxve,x (M.cn'-r,\
&  Wrenzsowsr r  1997 ,  P l .  5 .  F igs  5 -11 ) .  The
Amoeboceras layer lies in the Hauffianum Subzone.
and it is easily recognisable in the sections of the
Wielufi Upland in Central Poland (M,qryle &
WlpRzsowsxr 1988. Fig. I ; Mlryln & WrEnzsowsrr
1997, Figs 1-2); the common occurrence of
Amoeboceras bauhini is also recognised at the same
stratigraphical level in other area of the
Submediterranean Province - in southern Germany
(Scuwelcenr 1995, SclrwErcERT & CnllovoN
1997).

The level with common occurrence of A. bauhi-
ni in the Submediterranean succession marks some
other migration events, such as the above-mentioned
appearance of Subboreal representatives of the
genus Pictonic of the family Aulacostephanidae
(Marvln & Wrpnzeowsxt 1991 , see also
Scswercent & Cnu-ol,roN 1997). These migration
events possibly also include the sudden appearance,
close to that level, of new forms of the family
Ataxioceratidae of Mediterranean affinity, such as
Idoceras (Subnebrodites), and their possible precur-
sors (Mnrvln & WreRzsowsrr 1995).

The Amoeboceras layers of the Bimammatum
Zone thus represent successive migration waves of

upp€r

Anrufux'erus
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Fig. 2 Biostratigraphical position of the studied Anutebocerus

Iayers in thc lramework of the standard Upper Oxfordian zonation

of the Submediterranean Province

ammonites of the genera Orthosphinctes,
Euaspidoceras, Epipeltoceras and Taramelliceras,
and with Subboreal ammonites, such as
Microbiplice.r_ and Ringsteadia. This lower
Amoeboceras layer occurs in the semimmatum hori-
zon ofthe Hypselum Subzone, and it is recognised in
several sections both in the Cracow-Czgstochowa-
Wieluf Upland, and in the western border of the
Holy Cross Mts. in Central Poland (Mnrv:e &
WIEnzsowsrcr 1988, Fig. 1). Moreover, common
occurrence of Amoeboceras ovale (QuENsrEor)
may be traced at the same stratigraphical level in
some other areas of the Submediterranean Province
- in southern Germany, Switzerland, and southern
France (Arnors & al.1993).

Planula i
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inv asiv e Ano e boc e ras bauhini
(31 specinens)

inv asiv e Anw e b oc eras ovale
(72 specinens)

Anoeboceras from Boreal Province
(34 spccimens)

80 90 100 ll0
final phragmocone diarneler in mm

Fig. 3. Phragp.ocone diameters of the rnvasive Anoeboceras from the Submediterranean Province, and of the indigenors Amocboceras from
the Borpal hovince

shell diameter in mm

Fig. 4. Plot of septal density versus shell diameter in rnvasive Anoeboceras. Grey stripe indicates the *normal" sepal density as observed at
small diameters n nvasive Anoeboceras, and up to large diarneers in BoreaUSubboreal cardioceratids
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the Boreal Antoeboceras into the Submediterranean
Province These lalers also coincide with marked
changes in other faunas of Subboreal and
Submediterranean,Mediterranean origin, which
could also be related to faunal invasions. This indi-
cates that the inten'als in the Submediterranean suc-
cession around lhe Amoeboceras layers correspond
to multidirectional ammonite migrations, which
could conelate with transgressive impulses during
the Bimammatum Chron in the sedimentary basins
of Europe (Mnrvre & WnnzsowsKr 1995, see also
Gvcr & al.1998).

PALAEONTOLOGICAL EVIDENCE OF THE
AMOEBOCERAS FAUNAS

The specimens of the genus Amoeboceras from
the two Amoeboceras layers are generally of small
size. These of Amoeboceras ovale (Qunr.rsreor),
from the Iower Amoeboceras layer, range in final
diameter from 12 to 56 mm, whereas those of A.
bauhini (Opppt-), including the morphotypes A.
bauhini - A. praebauhini - A. lineatum, from the
upper Amoeboceras layer, range from about 20 to
50 mm. In both species the ornamentation is gener-
ally of the isocostate type, but with slight modifi-
cation at the end of the shell. ln A. ovale the orna-
mentation consists of fairly numerous ribs strongly
accentuated at the ventrolateral side of the whorls;
the ribs are usually sharp, more regular on the inner
whorls, and less distinct, somewhat irregular on the
outer whorl; the keel is high, densely crenulated,
and bordered by ventral sulci - for more detailed
descr ipt ion see:  MeryJn & WrenzsowsKr (1988.
pp.  423-124.  Pl .  1) .  and Arnops & a l .  (1993.  pp.
216-218.  F ig.  2;  Pl  l .  F igs 9-13) .  In  A.  bauhin i  the
ornamentation consists of fairly densely- to widely-
spaced ribs uith a marked tendency to develop a
smooth spiral band on the whorl side: sometlmes.
more or less pronorrnced irregularit ies in omamen-
tation are observed on the outer whorl: the keel
ranges from fairl l  high to low. markedly crenulat-
ed u'ith poorly marked ventral sulci - for more
detailed description see: Meryln & WrsRzsowsrr
(1988,  pp.424-426,  Pl .  2) ,  Arnoes & a l .  (1993,  pp.
219-220,Fig.2; Pl. 1, Figs l5-17), and Mnryrn &
Wrsnzsowsrr (1997, Pl. 5, Figs l-4).

The final diameter of the phragmocone, shown
by increased septal density, is used for comparison
of shell size in this study: it is a more convenient
parameter than the final diameter of the shell, which
is often diff icult to recognise unequivocally.

Detailed measurements were taken of specimens of
Amoeboceras ovale (QueNsreor) from bedded
limestones from several outcrops (Mnrvle &
WInRzsowsrt 1988, Fig. l) and from the massive
limestones that crop out at Olsztyn near Czgsto-
chowa; as well of specimens of Amoeboceras
bauhini (Oppn) from the bedded limestones near
Raciszyn (Mervrn & Wmnzsowsrr 1997, Fig.2).

The range of shell diameters, measured at the
final phragmocone/body chamber boundary of the
specimens of A. ovale, is continuous from 7.6 mm
to 32 mm, with the maximum at 20 mm (Text-fig.
3). The relevant measurements for A. bauhini also
show continuous variation in final phragmocone
diameters from 14 mm to 28.5 mm, with the maxi-
mum at 20 mm.

The ammonites of the genus Amoeboceras from
the Upper Oxfordian of the Boreal/Subboreal
provinces differ from the specimens studied, mostly
in the existence of morphologically well defined
micro- and macroconchs. The microconchs are
small-sized isocostate forms, and the macroconchs
are large, variocostate forms with nearly smooth last
whorls (e.9. Svres & CallouoN 1979, Mssezu-
urrov & al. 1989). The range of shell size at rhe
phragmocone/body chamber boundary calculated
from illustrated and fully grown specimens from the
Boreal Province (Text-fig. 3, see Syrces &
CRLI-ovoN 1979) shows a discontinuous spectrum
from 18 mm to 103 mm, with two marked peaks at
27 rnm, and 52 mm. The specimens from the
Amoeboceras layers of the Submediterranean
Province showing one size-class only, and generally
with ornamentation of the isocostate type, may thus
be compared with the microconchs of the
Boreal/Subboreal forms. The occurrence of a single
morph only in a considerable area of the
Submediterranean Province is a remarkable phe-
nomenon, which has been discussed in the palaeon-
tological literature and treated as an argument for the
existence of developmental polymorphism within
the ammonites (Mnrvre 1986, pp. 48-49; c/. also
Cnu-ovoN 1988).

There is some difference. however. in the full
range of the final phragmocone diameters between
microconchs from the Boreal/Subboreal provinces,
and the specimens from the Amoeboceras layers
(Text-fig. 3): the latter are statistically of smaller
sizes. It is difficult to find a sarisfactory explanation
for this difference: it may result from various
ammonitella sizes in the two groups of ammonites,
but it may reflect the process of progenesis involving
the invasive forms from the Amoebocercs lavers.
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The principal ditterence between the mrcro-
conclrs of the -qenus A,,ro(, boccrus from the
Boreal/Subboreal provinces and the specimens tl.onl
the Antoebocel'(/.r lavers is in the septal densin The
pattern of septal densitr in the specinrens fron the
Antoeboc'erus layers is obserred after polishing one
side of  the shel l  doun to the ntedian l ine The septa
are often preserved. especialh' in the outer u horls of
the phragmocone, but in sonre specimens ther nilr
a lso be observed in the inner  uhor ls  doun to the
ammonitella stage (Text-figs -l and -5: see also
M,rryJ, r  & WrEnzeol lsr r  1999).  The ammoni te l la
has been recognised in some better preserved speci-

mens of A. ovule tiom the meissive l imestones: it rs
ttrir ly small. about 0.7-0 8 mm in diameter Tl.re
u'horls t ir l lou inc the ammonitella - up to the fburth
uhor l  ( the f i rs t  one is  the ammoni te l la  i tse l f ) .  shou
lather  r i  i r le l r  -spaced septa.  betn een I  l -  l7  (most ly
l - l - l - l )septa pel  r ihor l  Thc 'n.  f ronr  the beuinning of
t he  l i f t l r  r i ho r l  ( uh i ch  co r res l t onds  to  u  she l l  d i an te -
ter '  l rc t r iccn 7 6 and 9 - ]  n tnr) .  the seota beconre
cnrncled Ercept  t i r r  t l ie  sn ia l l  specintens.  ' , rh ich

shou onlr a f eri approrintatecl septa at t l.re end of the
phlagnrocune. the commonly encountered larger
specinrens sl.ro\\ '  a marked crowding of the septa.
covering fion three quarters of a whorl up to one
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and a quaner \ \hor ls .  n i th  16 to - j l  septa per  whor l .
The bodl chamber of the studied specimens is usu-
all l 7 8 of a uhorl long. and the total length of spec-
imens sho"r ing a different number of crowded septa
is from fire to six and a quarter whorls. The
obsened chan,se in septal density from widely-
spaced septa of the inner whorls to densely-spaced
septa of the outer part of the phragmocone, is relat-
ed to a corresponding change in ornamentation: from
sharper and more regular ornamentation of the inner
whorls. to less distinct, somewhat inegular orna-
mentation of the outer part of the shell. The special
septal development, with a long sector of the shell
being characterised by the occurrence of crowded
septa. is recognised only in the specimens of
Antoeboceras from the Amoeboceras layers, both in
A. ovale and A. bauhini, but it is never observed in
specimens of other genera occuning in the same lay-
ers. All these other ammonites, such as representa-
tives of the genera Orthosphinctes and Euaspi-
d oc eras of Submediterranean/Mediterranean affini-
ty. as well as ammonites of the Microbiplices -

Ringsteadia group of Subboreal affinity, show about
14 septa per whorl, with a few last crowded septa
observed at the end of the final phragmocone.
Moreover. these forms are represented usually by
more than one-sized morphs, interpreted usually as
corresponding micro- and macroconchs, e.g.
Microbiplices (m) - Ringsteadia (M.), Orthosphin-
cres (m) - Pseudorthosphinctes (M).

BIOLOCICAL AND ECOLOGICAL
INTERPRETATION OF THE STUDIED
AMOEBOCERAS FAUNAS

The septa l  densi ty  dur in,e the ontogeny of
ammonites is usuall l regarded as corresponding to
the grouth rate of the shell (e.,9. Kt't-tcxt 1914.
Mrrr r r  1986.  Dort r tEncLEs 1988).  and thus re lated
to biological andror enrironmental factors. For the
biological interpretation of the special septal pattern
recognised in the .-Lrroeboceres specimens from the
Antoebocerus layers. detailed study of the develop-
ment of ammonite shells based on extremely well
preserved specimens of the genus Quenstedtoceras
from the t uk6w locality in eastem Poland is of spe-
cial importance (Kut-rcrt 1974). Firstly, there is a
close affinity between the genera Quenstedtoceras
and Amoeboceras, which are evolutionarily linked
by the genus Cardioceras, forming the main lineage
of the family Cardioceratidae during the latest
Callovian. Oxfordian. and Kimmerideian

(CellovoN 1985). But even more important for the
interpretation of the special septal pattern in the
studied Amoeboceras, is the recognition in shells of

Quenstedtoceras of relative changes in septal densi-
ty expressed by the value of the median angle
between particular septa: such subtle approxima-
tions of septa include the first two approximations,
connected with the embryonic development of the
shells, and the following three approximations,
which are already related to the reproductive cycle
(Kur-rcrI 1974). The last three approximations of
septa,located between the fourth and the fifth whorl,
between the fifth and the sixth and a half whorl. and
at the seventh whorl respectively, have been inter-
preted as corresponding to successive phases of the
reproductive cycle in terms of the theory of sexual
dimorphism, and related to the male and female
specimens separately, i.e. to the micro- and the
macroconchs (Kulrcrr 1974, Fig. 8). According to
Mervrn (1986) the last three approximations of
septa corresponding to successive phases of the
reproductive cycle, are related not to separate sexual
forms, but to the existence of three morphs: the
mini-, the micro-, and the macroconchs, recognised
also in the genus Quenstedtoceras,according to the
theory of the developmental polymorphism.

When counting the number of septa per whorl, it
appears that their numbers in successive whorls in
specimens of Quenstedtoceras from the t uk6w
locality are fairly constant and change over a small
interval from I I to I7 septa per whorl (Text-fig. 4).
Such "normal" septal density may also be observed
in ammonites of the genus Amoeboceras from the
Boreal/Subboreal provinces, as inferred from speci-
mens illustrated by Svxes & Ce,u-or,roN (1979), and
MEsezHxrrov & al. (1989). It should be remem-
bered that in this way of counting the septa, their
subtle approximations (c/. Kur-lcxr 1974) also lie
within a zone of "normal" septal density.

The studied specimens of Amoeboceras from the
Amoeboceras layers in Central Poland show a two-
phase development of the shells marked by different
septal density (Text-fig. 4). The "normal" septal
density is observed up to a shell diameter of 7.6 mm
to 9.3 mm, which corresponds to about four whorls,
after which the common occunence of densely-
spaced septa is seen. This change in septal density
corresponds well to the beginning of the reproduc-
tive cycle as interpreted by Kut-tcrl (1974) in the
shells of Quenstedtoceras from the l,uk6w locality.
Hence, the commonly observed crowding of septa
recognised in both groups of studied Amoeboceras
(i.e. in A. ovale from the lower Amoeboceras layet.
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and in A. bauhini from the upper Amoeboceras
layer) we interpret in a similar way, as being related
to the attainment of sexual maturity.

The depositional environment of the Sub-
mediterranean Province which was reached by the
Boreal ammonites of the genus Amoeboceras during
their southward migration, was, in contrast to that of
the Boreal Province, dominated by carbonate sedi-
mentation. The Submediterranean ammonites occur-
ring in the Amoeboceraslayers do not show any spe-
cial features that distinguish them from ammonites
of the same affinity encountered in older and
younger deposits in the sections studied.
Furthermore, the lithology of the Amoeboceras lay-
ers, including their microfacies character, does not
differ at all from that of the underlying and overly-
ing beds. Thus, we interpret the special modifica-
tions of the shells of the genus Amoeboceras, recog-
nised only inthe Amoeboceras layers, as an adaptive
reaction of these invasive forms to new envfuonmen-
tal conditions.

Favorable conditions of environment may influ-
ence the ontogenetic development of cephalopods
resulting in their earlier maturity: it is the case of
Nautilus in aquaria which under such circumstances
develops as abnormally small adults exhibiting "full
mature modifications, including septal approxima-
tion and thickening" (see LnuoltaN 1988). The low
rate of shell growth shown by densely spaced septa

6

47.5

7 number of whorl

I 10.0 diameter of phragmocone in mm

may be considered to be related to a deficit of the
energy required for building a shell: this could be
constrained by limiting resources in the environment
(e.g. BotyrzKy & WrEDMnrw 1978, Bucsen & a/.
1996), or by re-allocation of the existing resources to
reproduction (Kozlowsrr 1992, Srennus 1992). As
the increase in septal density in the Amoeboceras
from the Amoeboceras layers is observed after "nor-
mal" septal spacing up to the end of the fourth whorl
(Texrfig. 6), which corresponds to the beginning of
the reproductive cycle, we think that all the abnor-
mal development of the shell characterised by its
very low growth rate, resulted from the attainment of
a prolonged stage of sexual maturity.

The ammonites of the gents Amoeboceras in
their home-area,i.e.in the Boreal Province, showed
particular phases of the reproductive cycle, separat-
ed by periods of normal shell development, which
was possibly controlled by seasonality of the envi-
ronment. On the other hand. in the case of the
Amoeboceras layers in the Submediterranean
Province. the existing seasonality was only fully
"recognised" by the Submeditenanean, as well as by
some of the Subboreal ammonites. and it was not
"noticed" by the invasive Amoeboceras, which con-
sequently disturbed their development. Some special
environmental conditions which could have influ-
enced the development of ammonites in a similar
way, may be suggested, for example, as an explana-

z
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Fig. 6. Plot of septal spacing versus shell diameter (and corresponding number of whorls) in Quenstedtoceras from the Luk6w locality, show-

lng successlve approximations of septa, and their interpretation after Kvttcxt (1974)
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Fig.7 Thediscussedcasesofheterochrony(modi f iedaf terMntvtr l936);onthegraphs, thenormalontogenet icdevelopment ismarkedby

thin lines and symbols, whereas the various forms of heterochronic development are marked by thick lines and symbols; A - progenesis: the

rates of growth and morphological transformation (individual stages marked by a-c symbols) are the same in both forms; the progenetic form,

however. reaches its maturity (anow-like end-point ofthe bars) earlier: hence, it is characterised by shorter longevity (measured as the projec-

tion of bars on the age axis), smaller final size, and an earlier morphological stage at maturity; B - dwarfism: the rate of morphological trans-

formation. the moment of final maturation, and the longevity are identical in both forms; the growth rate of the dwarfed form, however, is

lower: hence, the slope of the thick bar is less steep; C - progenesis succeeded by "dwarfism": it is the case of the studied invasive

Amoeboceras and is described in the text

tion for the small-sized ("dwarfed") ammonites of
the Jurassic of Sicily possibly living in fissures
opened in the sea-bottom (WeNor 1971), as well as
those recognised in some parts of the Polyplocus
Schichten (Valanginian) in north-west Germany
(Vocpl 1959).

Of the heterochronic terms used in the literature
(Gouln 1977, McNnMARA 1986, McKnnruv 1988)
no one is strictly relevant to the studied case. When
compared with Amoeboceras from the Boreal
Province, discussed invasive forms from the
Submediterranean Province are undoubtedly proge-
netic (Text-fig. 7A). The studied case, however,
involves not only the progenetic relation between
micro- and macroconchs, but possibly also the same
relation between the two groups of microconchs
(Text-fig. 3): the difference in final diameters of
phragmocons between the microconchs from both
areas suggests. that the maturity is attained earlier by
the invasive forms. Next stage of ontogenetic devel-
opment. marked by the occurrence of long sector of
the shell with crowded septa, appearing in invasive
Amoeboceras, may tentatively be classified as
"dwarfism" (Texrfig. 7C). This only affects the
advanced stage of growth, after beginning of the
reproductive cycle. Some doubts concerning the
classification of the described process as dwarfism
(Texrfig. 78) result from the lack in the invasive
forms of morphological characters typical for
advanced stages of adult macroconchs, such as the
smooth last whorl.
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