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Flamboyant colour pattern polymorphism documented in Silurian nautiloid Phragmoceras has not been observed in any
other nautiloid genus. Two specimens of P. imbricatum Barrande, one from the early Ludlow of Bohemia and the second
from the late Wenlock of England display quite different shell coloration: narrow, densely spaced longitudinal bands
subparallel to the shell axis, combined with narrower transversal bands versus transverse bands running laterally
obliquely to growth lamellae. Two additional types of colouration have been observed in several specimens of
Phragmoceras from the early Wenlock and late Ludlow of Gotland. The colour pattern in P. eurystoma flexibile
Hedström consists of zigzags bands around the whole circumference of the shell. In contrast, distinct colour bands fol-
lowing growth lines along the whole circumference of the shell, like that in the Cretaceous nautilid Eutrephoceras, are
characteristic in P. dubium Hedström. If pigmentation pattern served as a form of crypsis, then the quite different types
of coloration in Phragmoceras indicate different solutions of this problem. Colour pattern has been regarded as a useful
tool also for taxonomic purposes in nautiloid cephalopods. Nevertheless, the colour polymorphism in Phragmoceras
suggests the limited significance of this feature for the taxonomy of nautiloids. Some other remarkable cases of colour
variations in Silurian nautiloids are discussed. Changes in colour pattern most probably correspond with depth inhab-
ited; nautiloids that occupied shallow water environments display rather light coloured shells in comparison with forms
inhabiting a deeper water setting. • Key words: Cephalopoda, Nautiloidea, colour pattern, polymorphism, Silurian.
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Knowledge concerning colour patterns in fossil cephalo-
pods has been significantly extended since publication
of Treatise of Invertebrate Paleontology, Part K, in 1964
(Hoare 1978, Mapes & Hoare 1987, Blodgett et al. 1988,
Kobluk & Mapes 1989, Mapes & Davis 1996, Sun et al.
1999, Turek 2009 and further references therein). Never-
theless, knowledge of some aspects of colour pattern evo-
lution and variability in ancient cephalopod molluscs are
still scarce. Turek (2009, p. 492) summarised that colour
patterns have been observed in 57 species of Early Palaeo-
zoic nautiloids, which belong to 26 genera but their number
is still increasing (Manda & Turek 2009a, b). Large varie-
ties of colour pattern types including zigzag, chevron, ra-
dial and transversal colour bands and their combinations
have been described in fossil nautiloids. The majority of
nautiloids displaying colour patterns come from the Silur-
ian strata of Bohemia and Gotland, and belong to order
Oncocerida. In the vast majority of species in which shell
colouration is known, the colour pattern is preserved in
very few specimens, sometimes even only one. In addition,

colouration is usually not preserved in the entire shell.
Therefore, opportunities to study intraspecific and intra-
generic variation of colour pattern and its evolution and
palaecological significance are quite limited.

Shell colouration in the order Discosorida (Middle
Ordovician–Late Devonian) is preserved in the fossil record
only rarely. Turek (1990) reported, but did not illustrate
longitudinal bands in late Silurian Phragmoceras imbri-
catum Barrande, 1865 from Bohemia. Re-examination of
the specimen (NM L 40804), however, shows presence of
longitudinal and transversal colour bands on the shell sur-
face, i.e. the same pattern as was documented by Barrande
(1870, pl. 429, pp. 14–20) in oncocerid Hexameroceras
panderi. During current comparative study of some
cephalopod species described by Barrande (1865–1877)
from the Silurian of Bohemia and subsequently reported
from England and the Wales Borderland (Blake 1882), the
colour pattern has been found in another specimen of
P. imbricatum (Blake 1882, pl. 25, fig. 2, 2a). Surprisingly,
the colour pattern in Blake’s specimen differs markedly
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from that in the Bohemian specimen in having transverse
bands running laterally, obliquely to growth lines. Exam-
ining the Silurian cephalopods from Gotland, Sweden we
found several specimens of Phragmoceras with two other
types of preserved colour pattern: narrow zigzags bands in
P. eurystoma flexibile Hedström from the early Wenlock
and transversal bands concordant with growth lines in
P. dubium Hedström from the middle-late Ludlow. In con-
trast, irregular spots in P. dubium described by Foerste
(1930) as original shell pigmentation (see Kobluk & Mapes
1989) we consider to be a false colour pattern. Such a vari-
ety of colour patterns within a single species or even genus
is remarkable and has not been described in any known
nautiloid including present day nautilid genera Nautilus
and Allonautilus.

All known specimens of Phragmoceras retaining
shell colouration are described in this paper. The varia-
tion in colour pattern in this genus is considered to be the
first reliable evidence of colour pattern polymorphism in
nautiloids. Some others cases of striking variations of
colour pattern in tarphycerids and oncocerids are dis-
cussed. The term “polymorphism in colour pattern” is
used here to describe quite different types of
colouration, i.e. different geometric patterns. Lesser dif-
ferences in colour pattern such as width of colour bands
and some irregularities occurring, for instance, in sepa-
rate species of Nautilus (see Ward et al. 1977) we regard
as variations.

Specimens discussed are deposited in National Mu-
seum, Praha (prefix NM L), Oxford University Museum,
(prefix OUM) and Rickmuseet, Stockholm (prefix RM).
All specimens were immersed in alcohol or water before
photographing.
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Four types of coloration have been found in Phragmo-
ceras. They include 1) longitudinal bands combined with
transversal bands, 2) transversal bands oblique to growth
lines, 3) zigzag pattern, and 4) transversal bands concor-
dant with growth lines. Each is described in detail below.
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This type of colouration was found in only a single speci-
men of Phragmoceras imbricatum Barrande, 1865 (NM L
40804, Fig. 1) from the early Ludlow, Gorstian, C. colonus
Zone, Kopanina Formation from Bohemia; locality Praha-
Butovice, Na Břekvici (i.e. Barrande’s locality Butowitz
e1, for locality description see Kříž 1992). The specimen
originates from the collection of J. Barrande. It is an in-
complete, not yet fully-grown specimen with widely ope-
ned aperture preserved in dark grey biomicritic limestone;
maximum dorsoventral length preserved is 56 mm and
width about 32 mm. The shell wall is present ventrally and
laterally, on the left and right sides is deeply weathered.
The ad-apical part of the body chamber is extensively da-
maged on the ventral side (Fig. 1).

The colour pattern is preserved in the ventrolateral
portions of the body chamber. Brownish dark and hardly
discernible bands sub-parallel to the axis of the shell are
about 1–2 mm wide. Distance between two neighbouring
strips varies markedly. Ventrolaterally dark bands cover
about 40–50 percent of the shell surface. Density of bands
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��������� Phragmoceras imbricatum Barrande, 1865; NM L 40804; Ludlow, Gorstian, C. colonus Zone; Bohemia, Butovice, Na břekvici locality,
Kopanina Formation; lateral view, × 1.7 (A), detail of the shell with colour pattern preserved (B) and its sketch drawing (C), both × 3.
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increases laterally. It seems probable that convex side of
the endogastric shell was intensively coloured but due to
preservation this assumption cannot be confirmed. The
longitudinal bands were combined with fine transversal
and rather irregular bands to form a reticulate pattern.
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A specimen of Phragmoceras imbricatum, OUM C 212,
from the late Wenlock, Ledbury, England, was illustrated
by Blake (1882, pl. 25, figs 2, 2a) and later refigured
by Holland & Stridsberg (2004, fig. 3b, c). The specimen
originates from the collection of A. Grindrod. Holland &
Stridsberg (2004) revising phragmoceratids from England
reinterpreted the age of this specimen as early Ludlow.
M.G. Bassett, however (written communication 2009),
confirmed late Wenlockian age of this specimen as origi-
nally suggested by Blake (1882). The incomplete specimen
is strongly dextrally damaged near the aperture and the api-
cal part is missing (for detailed description see Holland &
Stridsberg 2004, pp. 306–309). Although the colour pat-
tern is well visible, neither Blake (1882) nor Holland &
Stridsberg (2004) mentioned this feature.

The shell colour pattern can be reconstructed along the
entire circumference of the shell. It is roughly bilaterally
symmetrical (Fig. 2). The colour pattern has an appearance
of brownish bands, contrasted by lighter interspaces. On
the convex dorsal side they are sub-parallel to imbricate
growth lamellae; ventrolaterally, colour bands diverge
from the course of growth lamellae adaperturally at an

angle of about 30°. Ventrolaterally, their course becomes
similar to the course of growth lamellae dorsally forming
an adapically-pointing tongue in the middle of ventral side.
The interspaces between darker bands are markedly wider
on the lateral and dorsal sides.
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Four specimens of Phragmoceras eurystoma flexibile
Hedström with preserved colour pattern, which come from
Silurian of Gotland, were studied. The first three speci-
mens, RM Mo 157731, 152778–79 from the Wenlock
rocks are labelled as coming from locality Visby, Norder-
strand (i.e. north part of Visby Town). Slightly compressed
specimens are preserved in grey marlstone; the shell was
replaced by light grey calcite.

The first specimen, RM Mo 152778, is a fragment of a
phragmocone damaged on the inner (ventral) side
(Fig. 3A–C). Dorsoventral length is 29 mm; width of the
shell is 21.9 mm. The colour pattern is preserved on the lat-
eral and dorsal sides and is bilaterally symmetrical. It
shows that the generally light shell was brightly coloured.
Brownish zigzags resemble seismic recordings by their
course. Much narrower bands with feathered edges are sep-
arated by wide, light grey interspaces. On the convex and
slightly flattened dorsal side they form a very deep and nar-
row saddle (average angle is 30°) passing into a wide,
mid-laterally situated lobe. The course of these dorso-
lateral as well as ventrolateral arms is complicated due
to presence of smaller zigzags. Shallow and wide
ventrolateral saddles traceable dextrally pass into indicated
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�������!� Phragmoceras imbricatum Barrande, 1865; OUM C 212, Ludlow, latest Wenlock; Much Wenlock Limestone; England, Ledbury; right lat-
eral (A), ventral (B), left lateral (C) and dorsal (D) views, all × 0.9.
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ventral lobe. The further course of bands cannot be fol-
lowed due to preservation of the specimen.

The second specimen, RM Mo 152779 (Fig. 3E) is an
incomplete body chamber of a fully-grown specimen
showing constricted aperture. Growth lines are widely
spaced. Maximum dorsoventral length is 39 mm, width is
not measurable, due to preservation. Shell with preserved
colour pattern is preserved only sinistrally. Colour pattern
is not so well visible in comparison with the former speci-
men. General character – narrow bands in form of multiple
zigzags separated by wider light bands – is identical. Pig-
ment is concentrated on some of them in the form of
patches. Brownish bands disappear on the shell
adaperturally so that the body chamber near the aperture
seems to be primarily less pigmented than its adapical part.

The third specimen, RM Mo 57731 (Fig. 3G, a specimen
figured in pl. 24 as figs 7, 8 by Hedström 1917) represents two
phragmocone chambers and adapical part of the body cham-
ber; maximal length 50 mm, dorsoventral length 37 mm,
maximal width 22.4 mm. Sinistrally preserved shell
shows slightly indicated colour pattern of the same type as

in previous specimens. Narrow bands resemble seismic re-
cordings. The same general course of bands is also indicated.

The last specimen, RM Mo 58340 (Fig. 3F) represents a
part of phragmocone and adapical part of the body chamber,
cut in the medium plane. Specimen is preserved in grey lime-
stone of Hamra beds, locality Visby, which is early Ludlow in
age. Maximal dorsoventral length of shell is 67 mm, width
43 mm. Shell is preserved only dorsolaterally. Traces of the
colour pattern form short, irregularly dispersed bands
sub-parallel to the shell axis. This pattern can be derived from
the previous one, but only short parts of zigzags are preserved.
Whether the shell of this specimen was originally only
slightly coloured or if the only slightly indicated colour pat-
tern is a result of preservation bias is difficult to determine.
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Five specimens of Phragmoceras dubium Hedström, 1917
retaining original shell colouration are available for study

��

��������� A–C, E–G – Phragmoceras eurystoma flexibile Hedström, 1917. Wenlock, locality Visby, Norderstrand. • A–C – specimen RM Mo 152778,
left lateral (A), dorsal (B) and right lateral (C) views, × 1.6. • E – specimen RM Mo 152779, lateral view, × 1.1. • F – specimen RM Mo 58340, lateral
view, × 1.1. • G – specimen Mo 57731, lateral view, × 1.2. • D – Phragmoceras dubium Hedström, 1917. Late Ludlow, locality Mannagärda, Gotland,
specimen Mo 52087, lateral view, × 1.4.
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(RM Mo 52087, RM Mo 58077, RM Mo 58087–58088 and
RM Mo 167633). All specimens listed above were found in
locality Mannagärda, Gotland, late Ludlow in age, and are
preserved in reddish fine-grained biomicritic limestone
with common cephalopods.

The first specimen, Mo 58088, is an almost complete
shell with open aperture, shell length is 47 mm, width
34 mm (Fig. 4A–C, see also pl. 7, figs 9, 10 in Hedström
1917). Brick-red colour bands, sometimes discontinu-
ous, run around the entire circumference of the shell,
conformably with growth lines, and they also follow
growth lines in the apertural region. They are almost of
the same width as the light grey interspaces separating
them. Marked irregularities in the course of wide bands
have been observed on convex dorsal side (RM Mo
58088, Fig. 4A–C), margins of bands are sometimes

feathered. Pairs of bands sometimes fused to form
broader bands.

The second specimen Mo 58077 is a shell with con-
tracted aperture and missing apical part, shell length is
56 mm, width 46 mm, this shell exhibits the same colour
pattern as the specimen mentioned below, the width of col-
our bands is however slightly lower (Fig. 4E).

Similar rather narrow colour bands are shown by the
third specimen – a fragment of a phragmocone, Mo 52087
(Fig. 3D).

The fourth specimen (RM Mo 167633) is a contracted
body chamber with part of a phragmocone, this specimen
like that described above exhibits transversal bands con-
cordant with growth lines, the shell colouration is well visi-
ble especially on the ventral side where narrow and dense
bands are developed. The margin of colour bands is sharp,

�(

�������$� Phragmoceras dubium Hedström, 1917. Late Ludlow, locality Mannagärda, Gotland. • A–C – specimen Mo 58088, left lateral (A), dorsal (B)
and right lateral views (C), × 1.5. • D, F – specimen Mo 167633, ventral and lateral views, × 0.8. • E – specimen Mo 58077, lateral view, × 1.2.
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in one case two adjacent bands are converging into one
(Fig. 4D). In addition, this specimen demonstrates devel-
opment of colour bands around the constricted aperture
(Fig. 4F). The subdorsally positioned apertural opening
surrounded with colour bands suggesting that shell growth
continued in the restricted area of the hyponomic opening
after formation of the hyponomic sinus.

The final specimen, Mo 58087, is a small part of a
phragmocone, the colour bands are well visible on the lat-
eral side, and they are slightly narrower than on the above
mentioned specimens.
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Two examined shells with preserved colour pattern in
Phragmoceras imbricatum show a quite different colour
patterns: broad sub-transversal bands versus a combination
of narrow longitudinal and transversal bands (Fig. 8).
While the first type is unusual among nautiloid, the second
type of colouration is almost identical with the colour pat-
tern observed in Hexameroceras panderi (Barrande,
1865). Both types of pattern also differ in the ratio between
pigmented and unpigmented zones. The shell in the British
specimen was originally markedly lighter than the shell of
the specimen coming from Bohemia.

Phragmoceras eurystoma flexibile (from Gotland) ex-
hibits narrow zig-zag bands (Fig. 8), a pattern so far known
in representatives of Oncocerida, Tarphycerida and
Orthocerida. Among four fragments only one shows a con-
stricted aperture. Zig-zags disappear in middle part of the
body chamber and in this character, this species resembles
adult Nautilus with an unpigmented adapertural part of the
body chamber. A similar situation has been found in
oncocerid Pentameroceras mirum (see below).

All specimens of Phragmoceras dubium from Gotland
having broad colour bands parallel with growth lines show
very similar colour patterns, but the width of colour bands
and their density vary slightly. Shell colouration in
P. dubium strongly resembles the pattern described by
Stridsberg (1985, p. 24) in Octameroceras sinuosum
Stridsberg, 1985 and O. rimosum (Barrande, 1865). All
these specimens come from the same locality and horizon.
Both Phragmoceras and Octameroceras are endogastric
brevicones with contracted aperture. Intensive colouring of
the convex dorsal and dorsolateral sides in Phragmoceras
dubium resembles colouring of convex ventral and
ventrolateral regions of the shell in extant Nautilus and
Allonautilus. Furthermore, the shell colouration in Phrag-
moceras dubium resembles colouration observed in Cretace-
ous nautilid Eutrephoceras Hyatt, 1894 illustrated by
Mapes & Evans (1995) in which colour bands are sub-
parallel with growth lines along the entire circumference
of the shell. It represents a striking convergence in colour

pattern development, although the living position of
Phragmoceras compared to the above mentioned nautilids
had to be quite different (see Manda 2008). In contrast to
present-day nautilids, the fully-grown specimens of
P. dubium also had intensively pigmented body chamber
and contracted aperture.
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Barrande (1865–1877) did not observe different coloura-
tion types in any single species of Palaeozoic nautiloid.
He therefore suggested very low intraspecific variability of
colour pattern within this group. He examined in detail se-
veral dozens specimens of Cyrtoceras parvulum Barrande,
1866 from Ludlow of Bohemia and found only minor diffe-
rences in colouration (expressed e.g. in width of colour
bands). Foerste (1930) followed by later authors (e.g. Tei-
chert 1964, Kobluk & Mapes 1989, Turek 2009) concluded
that the colour pattern is usually a species-specific or even
genus-specific feature in Early Palaeozoic nautiloids. Co-
lour pattern polymorphism described in Phragmoceras
herein is exceptional; some remarkable variations in co-
lour pattern observed in Silurian nautiloids are discussed
below.
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An interesting variation in colour pattern has been docu-
mented in the Silurian lechritrochoceratid Peismoceras
pulchrum from the early Ludlow (Gorstian) strata of Bohe-
mia (Turek & Manda 2010). While some specimens show
spiral bands on one lateral side and a zigzag-pattern on the
opposite side of the shell, the majority display zigzags
throughout the entire circumference of the shell. The pas-
sing of one type into the second one demonstrates that one
pattern is derived from the other (Fig. 5).
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Stridsberg (1985, fig. 25C, RM Mo 154005) illustrated a
specimen assigned to this species, which display fine
brownish, but very unequally developed transversal bands
concordant with the growth lines. He interpreted these
bands, resembling coloration in Octameroceras Hyatt,
1900, as colour patterns. However, these narrow bands
in the shell seem quite likely to be a false colour pattern
caused by diagenetic processes, and for that reason the aut-
hors of this paper do not consider this to be a true example
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of colour pattern polymorphism. For a more detailed dis-
cussion of false colour pattern see Mapes & Davis (1996)
and Klug at al. (2007).

In examining P. mirum from Gotland, we have found
three specimens with very well developed chevron pat-
terns. The best-preserved specimen (RM Mo152778,
Fig. 6C–F) is a body chamber and part of a phragmocone.
The aperture is contracted with characteristic five narrow
lobes; maximum shell length preserved is 17 mm, diameter
11 mm. Information about the locality is missing, but the
mode of preservation indicates that the specimen comes
from locality Mannagärda (Ludlow in age). The specimen
shows three well visible chevron colour bands, the fourth is
preserved only in part. The bands are narrow and separated
by a broad, unpigmented zone. The last chevron band is
less intense than the others. The colour bands are restricted
to the phragmocone and base of the body chamber; part of
the body chamber close to the aperture is uncoloured, ex-
cept for a darker grey band running around the aperture. As

the specimen represents a mature individual, this band may
be equivalent of black band deposited in the apertural re-
gion of mature specimens (comp. Ward 1987).

Two other specimens of P. mirum (RM Mo154295 and
RM Mo154297) are preserved in grey argillite mudstone of
Halla beds, locality Hörsne kanal, late Wenlock, Homerian,
Wenlock. The first specimen (RM Mo154297, Fig. 6A) is a
phragmocone with a preserved base of the body chamber,
maximum length is 21 mm, and diameter increases from 5 to
15 mm. The shell is preserved in lateral sides. The shell wall
is dark grey in colour. Four light-grey narrow bands are visi-
ble. The first and most apical band (width 0.5 mm) is
straight. The next three bands are chevron-like and their am-
plitude and width (from 0.5 to 1 mm) increases toward the
aperture. The last band occurs at the base of the body cham-
ber. The second specimen (RM Mo 154295, Fig. 6B) is a
fragment of a phragmocone and body chamber, length
20 mm and diameter 13 mm. The shell is dark-grey with one
partly preserved, narrow, white zig-zag stripe.
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�������(� Shell colouration in the coiled barrandeocerid Peismoceras pulchrum (Barrande, 1865), Ludlow, early Gorstian, locality Butovice Na
břekvici, Kopanina Formation, Bohemia. • A, C – specimen NM L 8055, right lateral (A) and left lateral (C) views, × 1.4. • B – specimen NM L 27401,
body chamber, dorsal view, × 1.8. • D–F – specimen NM L 27400, right lateral (D), ventral (E), dorsal (F), and left lateral (H) views, × 1.4.
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The described variability of the colour pattern in
oncocerid Pentameroceras mirum from Gotland expressed
in intensity of colouration is not interpreted as a case of col-
our pattern polymorphism as the pattern is the same
(Figs 6A–F, 8).
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The Hemiphragmoceratidae Foerste, 1926 group brevi-
cone oncocerids with a slightly curved endogastric shell

and thick subcentral siphuncle (e.g. Stridsberg 1985). Spe-
cies of this family described by J. Barrande were originally
placed in the genus Phragmoceras. Barrande (1870,
pl. 429, figs 14–20) illustrated three specimens of Hexame-
roceras panderi (Barrande, 1865) from the late Ludlow of
Bohemia in which the coloration is characterised by a com-
bination of narrow longitudinal and transversal bands. The
same colour pattern has been observed in several other spe-
cimens by the present authors. The variation in colour pat-
tern is expressed in the density of longitudinal bands and
their width, which is always lower than that of the interspa-
ces between the bands (Fig. 5C–E). In addition, a specimen
of Tetrameroceras sp. from latest Ludlow of Bohemia ex-
hibits a quite similar shell colouration (unpublished data).

Stridsberg (1985, fig. 25B) illustrated the colour pat-
tern in Octameroceras rimosum (Barrande, 1865) from
Ludlow of Gotland. Distinct colour bands follow the
growth lines and the longitudinal bands are not present.
However, an interesting anomaly of colour pattern is visi-
ble on the dorsal (convex) side of the slightly endo-
gastrically curved shell of O. rimosum. In a specimen illus-
trated by Stridsberg (1985, fig. 25B, RM Mo 56302),
several transversal colour bands on the dorsal side of the
phragmocone are disrupted (Fig. 7B). The colour pattern in
this part of the shell consists of discontinuous longitudinal
bands, similar to Bohemian Hexameroceras panderi
(Fig. 7C–E).
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Data concerning colour patterns in Tarphycerida, except
for Peismoceras mentioned above, are so scarce that tra-
cing the variation in colour patterns between individual ge-
nera is impossible. Nevertheless, narrow zigzag colour
bands occurring in Peismoceras are known in some other
nautiloids (oncocerids and discosorids) as well as in ortho-
cerids (e.g. Foerste 1930, Turek & Manda 2010). The old-
est known colouration in the Middle Ordovician nautiloid
Hoedstromoceras Foerste, 1930 of uncertain position
(Foerste 1930) has a similar character.

Three specimens of Pentameroceras mirum (Fig. 8)
show similar colour patterns characterised by chevron
bands. Nevertheless, there are distinct differences in their
arrangement. A specimen from Mannagärda shows narrow
pigmented bands; in contrast, two specimens from Hörsne
kanal exhibit broad pigmented bands separated by narrow,
unpigmented zones. It is a remarkable variability in
colouration, but the type of the pattern is the same. It is hard
to identify what might have influenced this variability. The
differences in the environment may be one of the explana-
tions. Pentameroceras with narrow pigmented bands co-
mes from the Mannagärda locality which is situated on a
shallow platform, while Pentameroceras from the Hörsne
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�������)� Shell colouration in the Silurian oncocerid Pentameroceras
mirum (Barrande, 1865) from the Silurian rocks of Gotland. • A – speci-
men Mo 154297, late Wenlock, Homerian, Wenlock, Halla beds, locality
Hörsne kanal, lateral view, × 1.8. • B – specimen Mo 154295, late Wen-
lock, Homerian, Wenlock, Halla beds, locality Hörsne kanal, detail of
phragmocone, ventral view, × 2.5. • C–F – RM Mo 152778, late Ludlow,
locality Mannagärda, Gotland, apertural (C), lateral (D), dorsal (E) and
ventral (F) views, × 2.6.
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kanal locality inhabited the distal platform margin. The
correlation between depth (i.e. off-inshore facies) and in-
tensity of pigmentation needs to be checked in other
nautiloids.

A similar colour pattern as has been observed in Penta-
meroceras is known in some other breviconic rizosceratids
from the Silurian of Bohemia, especially Cyrtoceras par-
vulum Barrande, 1866 having broad, pigmented chevron
bands (Barrande 1865–1877, Ruedemann 1921, Foerste
1930, Teichert 1964). Rizosceratidae and Trimerocera-
tidae are closely related families comprising short bre-
viconic (straight or slightly curved) shells with thin ventral
or sub-ventral empty siphuncle, but in the Trimerocera-
tidae the aperture is contracted (Sweet 1964, Stridsberg
1985). There is also striking similarity in the ontogenetic
development of colour pattern. Cyrtoceras parvulum and
Pentameroceras mirum from Hörsne kanal shared broad,
pigmented bands separated by narrow, unpigmented (light)
zones. The first unpigmented zone in the apical part of the
shell is straight, others zones pass rapidly in chevron-like
zones, in which their width and amplitude increases. Early
shells of Nautilus exhibits coloration quite similar to latter
growth stages, even before hatching time (see Stenzel
1964, fig. 64).

Hexameroceras and Octameroceras (Fig. 7) are closely
related genera, as noted already by Stridsberg (1985), and
they differ in the shape of contracted aperture in fully-
grown specimens. Sweet (1964) even considered both gen-
era congeneric. Hexameroceras from Bohemia exhibits a
reticulate pattern consisting of a combination of narrow,
transversal and longitudinal bands. Octameroceras from
Gotland shows colour bands running parallel with growth
lines. Nevertheless, on the ventral side is a zone in which
narrow, longitudinal bands (as in Hexameroceras) are
present. A similar pattern has been locally observed in
present day Nautilus pompilius, in which similar anomalies
appear just after repairing shell damage. This anomaly fur-
ther confirms natural condition of colouration in Octa-
meroceras from Gotland.

By analysing these cases, we can conclude that there
existed remarkable variability in colour pattern in some
early Palaeozoic nautiloids; other clear evidence of poly-
morphism, besides Phragmoceras, in species-genera level
have not been found.

��

�������*� Colour pattern in the Silurian nautiloids of the family
Hemiphragmoceratidae (Oncocerida). • A, B – Octameroceras rimosum
(Barrande, 1865), RM Mo 56302, late Ludlow, locality Mannagärda,
Gotland, ventral (A) and dorsal (B) views, × 2. • C–E –Hexameroceras
panderi (Barrande, 1865), Ludlow, latest Ludfordian, locality Velká
Chuchle, Bohemia; C, NM L 21205; specimen illustrated by J. Barrande
(1870, pl. 429, fig. 16), lateral view, × 1; D, E – NM L 21306; specimen il-
lustrated by J. Barrande (1870, pl. 429, figs 19, 20), Bohemia, dorsal (D)
and lateral (E) views, × 0.7.
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Ward et al. (1977) briefly described a variety of colour pat-
terns in Nautilus pompilius and N. repertus. They mention-
ed two types of colour pattern in these species – a group
showing brown stripes extending from the venter to umbi-
licus (typical for N. pompilius) and another group showing
a brown patch on the umbilicus and strips extending from
the venter to the middle of the lateral sides – a pattern cha-
racteristic for N. repertus. They also found a few transitio-
nal patterns between both variants. They have not found
any correlation of these patterns with sex or depth. Despite
this fact, shell colouration has been used as species or
subspecies-distinctive feature (Habe & Okutani 1988,
Saunders 1987). The general character of colour patterns in
Nautilus species, however, is the same – transversal bands

ventrally and ventrolaterally concordant with growth lines,
sometimes with pairs of bands fused to form broader bands.
Laterally, bands are sometimes bifurcating, running obliqu-
ely to growth lines. Two known species of Allonautilus ex-
hibit ventrolaterally largely non-bifurcating colour bands
coalescing across the venter, disappearing on the shoulder
(Ward & Saunders 1997). The common feature of all fully
mature specimens of living nautilids is white body chamber
except the area near the umbilicus (e.g. Ward 1987).

Despite the fact that patterns of shell colour display a
large diversity in Palaeozoic nautiloids and ortho-
ceratoids, none of them show a colour pattern identical
with the pattern characterising Recent Nautilus or
Allonautilus (see Kobluk & Mapes 1989). Functions of
colour pattern in fossil invertebrates have been widely
discussed (see the references in Mapes & Davis 1996,

���

��������� Schematic reconstruction of coloured shells of Phragmoceras (Phragmoceras imbricatum Barrande, 1865, Phragmoceras eurystoma
flexibile Hedström, 1917, Phragmoceras dubium Hedström, 1917) and Pentameroceras mirum (Barrande, 1865). Not in scale.
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Mapes & Schneck 1987). These authors summarized
opinions concerning potential function of colour patterns.
The shell colouration can be related to metabolism, vi-
sion, shell strength, light screening, thermoregulation or
alternatively, according to Bauchau (2001) may be asso-
ciated with the regulation of the growth of the shell to
achieve developmental stability. As in Recent Nautilus
(see Stenzel 1964, Cowen et al. 1973, Westermann 1998),
colour patterns in fossil nautiloids disrupted the outline of
the animal and served as a camouflage and thus as protec-
tion against predators. Such a function also seems to be
most probable for Silurian Phragmoceras. Reliable ex-
planation of remarkable colour polymorphism in
Phragmoceras is, however, difficult. The number of spec-
imens with preserved colour pattern is still very low. Pre-
cise data dealing with occurrence and stratigraphic level
of British and some Swedish specimens are not available
in necessary detail.

Colour pattern polymorphism in Phragmoceras can
be connected with the temporary isolation of small popu-
lations, differences in latitude reflected in temperature of
water, and perhaps depth and lighting of the inhabited en-
vironment. Despite some discrepancies in autecological
interpretation of Phragmoceras among cephalopod stu-
dents, all phragmoceratid species are morphologically
very similar and consequently they probably have similar
modes of life. However, Phragmoceras occurs in differ-
ent facies and thus its adaptive potential was relatively
high.

What really triggered colour polymorphism in Phrag-
moceras? Possible causes are given below. All other
known cephalopods which possessing the same colour pat-
tern as Phragmoceras and co-occurring with Phragmo-
ceras are considered in discussion below.

�
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Depth inhabited may be an important agent of colour pat-
tern development. It is important to emphasize that no co-
lour polymorphism at the species-genus level has been
found in one locality. All Silurian nautiloids inhabited rela-
tively shallow water environment, not exceeding
150–200 m (Westermann 1998). Table 1 shows the distri-
bution of colour pattern when compared to the depth zone.
Shallow and deeper water settings are distinguished based
on facies; shallow means light coloured limestones,
grain-packstones, with highly diversified benthos and very
rare pelagic elements; deeper facies comprise grey limesto-
nes, mostly wackestones, containing more pelagic ele-
ments and moderately diversified benthos.

It appears that only two colour patterns may be con-
nected with depth zone: transversal-longitudinal narrow
bands and bands parallel with growth lines. It is interesting

that both patterns duplicate each other in phyletic lines.
Phragmoceras imbricatum and Hexameroceras mirum from
Bohemia shows transversal-longitudinal narrow bands.
Phragmoceras dubium and Ocameroceras sinuosum and
O. rimosum (Octameroceras is close related with Hexa-
meroceras) from the Managarde locality exhibit bands par-
allel with growth lines.

Another probably depth related feature is represented
by the ratio between pigmented (darker) and unpigmented
(lighter) zones. Rather darker coloured shells occur in
deeper water settings, it also seems valid in Phragmoceras.
An interesting example is Pentameroceras, described
above. Specimens from shallow water settings shows nar-
row coloured bands while specimens from deeper water
mudstones exhibit broad pigmented bands, however, the
colour pattern is the same (Fig. 9). It means that not only
colour pattern polymorphism, but also proportion between
parts of the pattern may the change visual characters of the
shell.

Balinski (2010) summarised that marine invertebrates
with colour-patterned shells essentially inhabit shallow
water depths not exceeding 200 m. It represents an impor-
tant fact in the reconstruction of depositional environment
and palaecology because there is discussion about the
bathymetric condition of some ancient biofacies. Coloured
nautiloids from the Silurian cephalopod limestone bio-
facies in Bohemia thus may indicate a lower depth limit for
this facies (see discussion in Miller & Furnish 1937 and
Ferretti & Kříž 1995).

���

+	,����� Colour pattern correlation with palaeogeographical setting and
water depth at Silurian Phragmoceras and other nautiloids.

Temperate Tropical

Colour pattern Bohemia England Gotland

Phragmoceras

Bands sub-parallel with
growth lines 0 shallow 0

Bands parallel with growth
lines 0 0 shallow

Transversal-longitudinal
narrow bands deeper 0 0

Zig-zags 0 0 deeper

Silurian nautiloids in generally

Bands sub-parallel with
growth lines shallow-deeper shallow 0

Bands parallel with growth
lines 0 0 shallow

Transversal-longitudinal
narrow bands deeper 0 0

Zig-zags shallow-deeper 0 deeper

Longitudinal bands shallow-deeper 0 0

Undulating lines shallow-deeper 0 0

Chevron pattern shallow-deeper 0 shallow-deeper
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The link between morphotype and colour pattern is still
poorly understood, but a correlation between them sounds
reasonable if the shell colouration functioned as a camouf-
lage in nautiloids. Convergences in morphotype are com-
mon in Palaeozoic nautiloids (e.g. Manda & Turek 2009a)
and may coincide with convergence in colour patterns
(Manda & Turek 2009b). All Phragmoceras species sha-
red similar shells. Some differences in shell flexure and
shape of aperture probably affected the mode of life only
slightly (Manda 2007, 2008; Manda & Frýda 2010). It sug-
gests that in this case the colour pattern polymorphism is
not related to morphotype and shell shape.
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Shell shape and sculpture play an important role in buoy-
ancy control and swimming quality (velocity, drag). Sculp-
ture serves also a protective function against predators
(Vermeij 1987). The colour pattern may be an analogous
important agent in camouflage in both predator and prey
(Kobluk & Mapes 1989, Cowen et al. 1973). Ordovician
and Devonian cephalopods with preserved colour pattern

are very rare. Consequently, evaluation of the possible
trends in colour pattern evolution is still impossible, al-
though remains as a promising task for future study, e.g., of
colour polymorphism in relation to diversity of predators.
Nevertheless, all known types of colour patterns appeared
at least by Silurian time, i.e. before the radiation of crush-
ing predators in the Devonian (Signor & Brett 1984).
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Gould & Lewontin (1979) suggested that not all morpholo-
gical features need an adaptive explanation. Many modern
molluscs exhibits complicated colour patterns, although
shell colouration is not visible during the life of an animal
due to infaunal burrowing or covering of the shell by algae
or epifauna. However, in cephalopods such as Nautilus,
shell colouration is visible during life and thus influences
the life of the animal. It is possible, that primary deposition
of pigments in the shell served a different function (e.g.
metabolic waste), and thus, the protective function of co-
louration represents in fact exaptation.

Boettiger et al. (2009) suggested that colour patterns in
aquatic molluscs are a neurosecretory phenomenon and con-
nected colour pattern with a neural model. They concluded
that similar species could exhibit significantly different

��'

��������� Colour pattern in the Silurian nautiloids Phragmoceras and Pentameroceras in relation to the depth and latitudinal position. Nautiloids inhab-
iting shallow water settings display rather lighter coloured shells in comparison with those that inhabited deeper water settings.

��������	
�	��
������	�	�
��	���	��	����



patterns, which means that the pattern differences cannot
be the result of dramatic anatomical differences. Accord-
ing to Boettinger et al. (2009), pigmentation pattern may be
change as a result of environmental disruptions. Shell
colouration in Phragmoceras supports this explanation.
However, it seems that specimens of species from popula-
tions inhabiting similar environment exhibit similar shell
colouration. It supports assumption that the colour pattern
functioned as camouflage in nautiloids, and thus, may
be under selective control. Boettiger et al. (2009) also
pointed out that colour patterns commonly degenerated
during shell growth into a uniform pattern. It is not true in
nautiloids, the pattern is archived during the entire life
and even the apertural region of the shell may be
unpigmented in fully-grown shells. It further supports the
view that shell colouration functioned as an exaptation
feature.

Evaluating the colour pattern polymporphism it should
be taken in account that the effect of screening of a longitu-
dinally banded shell and a shell with a combination of lon-
gitudinal and transversal bands would be probably the same
in the photic zone as the effect of a transversally coloured
shell. Nevertheless, the quality of vision of Silurian preda-
tors is unknown, future experiments with present day Nau-
tilus may help there.

2������
�
���
���������1������(��(������0

In general, there exists correlation between colour pattern
character and taxon in molluscs. Colour pattern in living
gastropods is commonly species-specific and helps very
much in specific recognition (Cox 1960). Concerning recent
bivalves, Cox & Nuttall in Cox (1969) stated that certain
types of colour patterns, or even the absence of coloration
can be characteristic of particular families and genera, and
may be extremely constant within a species. The latter au-
thors, however, mentioned that many exceptions exist.
In contrast with extant nautilids, some Recent molluscs,
especially gastropods and bivalves exhibit remarkable po-
lymorphism in colour pattern, expressed in quite different
types of coloration (see Clarke 1978, Hoagland 1977, Re-
imchen 1978, Cook 1998). Within one species of some bi-
valves and gastropods there are present, e.g., spots of many
shapes and sizes, zigzag bands, and spiral stripes. Striking
intrageneric and intraspecific colour pattern polymorphism
ascertained in the Silurian discosorid Phragmoceras is re-
ported in nautiloids for the first time. The cause of colour
polymorphism may be an effect of taxonomic grouping.
The specimens of Phragmoceras imbricatum would not
really belong to the same species, and Phragmoceras in-
cluding more than sixty species should be a cumulative
genus. However, there is general agreement shared by
many authors against this explanation.
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Colour patterns are frequently supposed to be a species- or
even genus-specific/diagnostic feature in ancient nautiloids.
Present day Nautilus and Allonautilus are not exceptions (e.g.
Foerste 1930, Kobluk & Mapes 1989, Turek 2009). However,
colour pattern polymorphism has been documented in gastro-
pods and bivalve molluscs. The first incontrovertible evi-
dence for polymorphism in nautiloids is in Silurian Phragmo-
ceras. Four different types of colour patterns on shells
reflecting different mode of deposition of pigment by mantle
margin have been found in this genus; two of these types even
occur in a single species Phragmoceras imbricatum.

It is assumed that all species of Phragmoceras inhab-
ited the photic zone and had a similar mode of life.
Whether they were nectobenthic or rather active swim-
mers is not quite clear, but their body chamber, owing to
the position of the centre of gravity of the animal, had to
be situated almost vertically (Barskov 1989, Westermann
1998, Holland & Stridsberg 2004, Manda 2008). Shells of
all specimens of Phragmoceras with preserved colour
pattern are very similar in shell morphology; but they
were found in different limestone facies and
palaeogeographic position. No colour polymorphism was
observed in shells from one locality. The primary func-
tion of the pigmentation pattern, however, is still subject
to discussion (references see in Mapes & Davis 1986,
Bauchau 2001). If it served as a form of crypsis, e.g. an ef-
fective strategy to avoid predation, then quite different
types of colouration in Phragmoceras may indicate dif-
ferent solutions to this problem. Colour polymorphism
may be related to depth zone, rather than latitudinal posi-
tion. Differences in colouration probably also reflect dis-
tribution pattern of phragmoceratids with isolated local
populations through time.

No other example of colour polymorphism in spe-
cies-genus level was found, although distinct variability in
colour patterns has been found in Silurian nautiloids
Pentameroceras and Peismoceras. The relation between
primarily pigmented and unpigmented areas occupying the
surface of the shell varies among species and it may be influ-
enced by depth inhabited (visually darker versus lighter
shell). The partly unpigmented part of the body chamber – a
feature clearly characterising Recent Nautilus or Allo-
nautilus, is documented for the first time in fossil nautiloids
in Phragmoceras dubium erystoma and Pentameroceras.

 �-��.��������
�

The research was supported by projects of the Czech Grant
Agency, 205/09/0260 (VT), 205/09/0703 (ŠM), and Ministry of
Culture project DE06P04OMG009 (VT). The author thanks
Derek Siveter and Eliza Howlett (Oxford University Museum,

���

�
����� �����	� ��� !� "#�$# � %
�
��	 #�����	 
�&'
� ��'	��	(�����#�	�#����
�$



England), Jan Bergström, Christine Franzen and Jonas Hagström
(Ricksmuseet Stockholm, Sweden) for access to the collection
and their kind assistance during our stay in institutions men-
tioned, Radvan Horný (National Museum, Prague, Czech Repub-
lic) for critical reading of the manuscript, Petr Daneš (Prague,
Czech Republic) for improving English, reviewers comments by
Andrzej Baliński (Instytut Paleobiologii PAN, Warszawa, Po-
land) and Robert B. Blodgett (US Geological Survey, Anchorage,
Alaska) were very important for the final form of the manuscript.
Jan Sklenář (National Museum, Prague, Czech Republic) kindly
made a reconstruction of Phragmoceras dubium.

/���������

BALIŃSKI, A. 2010. First colour-patterned strophomenide brachio-
pod from the earliest Devonian of Podolia, Ukraine. Acta
Palaeontologica Polonica 55, 695–700.

BAUCHAU, V. 2001. Developmental stability as the primary func-
tion of the pigmentation patterns in bivalve shells? Belgian
Journal of Zoology 131, 23–28.

BARRANDE, J. 1865–1877. Systême silurien du Centre de la
Bohême, I. ère partie: Recherches Paléontologiques, vol. II,
Céphalopodes. 1865, pls 1–107; 1866, pls 108–244; 1867, 712
pp.; 1868, pls 245–350; 1870, pls 351–460; 1870, 266 pp.;
1874, 804 pp.; 1877, 1505 pp.; 1877, supplement, pls 461–544;
1877 supplement, 297 pp. Self-published, Prague & Paris.

BARSKOV, I.S. 1989. Morfogenez i ekogenez paleozojskich cefalo-
pod. 160 pp. Izdatelstvo Moskovskogo Universiteta, Moskva.
[in Russian]

BLAKE, J.F. 1882. A monograph of the British fossil Cephalopoda.
Part I. Introduction and Silurian species. 248 pp., 31 pls. Lon-
don.

BLODGETT, R.B., BOUCOT, A.J. & KOCH, W.F. II 1988. New occur-
rences of color patterns in Devonian articulate brachiopods.
Journal of Paleontology 62, 53–59.

BOETTINGER, A., ERMENTROUT, B. & OSTER, G. 2009. The neural
origins of shell structure and pattern in aquatic molluscs.
PNAS 106, 6837–6842. DOI 10.1073/pnas.0810311106

BRODERIP, W. 1839. Genus Phragmoceras. In MURCHISON, R.I.
The Silurian system founded on geological researches in the
counties of Salop, Hereford, Radnor, with descriptions of the
coal fields and overlying formations, Part I. 768 pp. John
Murray, London.

CLARKE, A.H. 1978. Polymorphism in marine molluscs and
biome development. Smithsonian Contributions to Zoology
274, 1–14.

COOK, L.M. 1998. A two-stage model for Cepaea polymorphism.
Philosophical Transaction of the Royal Society London B 353,
1577–1593. DOI 10.1098/rstb.1998.0311

COWEN, R., GERTMAN, R. & WIGGETT, G. 1973. Camouflage pat-
terns in Nautilus, and their implications for cephalopod paleo-
biology. Lethaia 6, 201–214.
DOI 10.1111/j.1502-3931.1973.tb01193.x

COX, L.R. 1960. Gastropoda – general characteristic of Gastro-
poda, 84–168. In MOORE, R.C. (ed.) Treatise on invertebrate
paleontology, Part I, Mollusca 1. Geological Society of Amer-
ica & University of Kansas Press, Lawrence.

COX, L.R. 1969. General features of Bivalvia, 2–129. In MOORE,
R.C. (ed.) Treatise of invertebrate paleontology, part N, Vol. I,
Mollusca 6, Bivalvia. Geological Society of America & Uni-
versity of Kansas Press, Lawrence.

FERRETTI, A. & KŘÍŽ, J. 1995. Cephalopod limestone biofacies in
the Silurian of the Prague Basin, Bohemia. Palaios 10(3),
240–253. DOI 10.2307/3515255

FOERSTE, A.F. 1926. Actinosiphonate, trochoceroid and other
cephalopods. Denison University Bulletin, Journal of the Sci-
entific Laboratories 22, 285-383.

FOERSTE, A.F. 1930. The color patterns of fossil cephalopods and
brachiopods, with notes on gastropods and pelecypods. Con-
tribution from the Museum of Paleontology University of
Michigan 3, 109–150.

GOULD, S.J. & LEWONTIN, R.C. 1979. The spandrels of San Marco
and the Panglossian paradigm: a critique of the adaptationist
programme. Proceedings of the Royal Society of London B
205, 581–598. DOI 10.1098/rspb.1979.0086

HABE, T. & OKUTANI, T. 1988. A new subspecies of living Nauti-
lus (Cephalopoda, Nautiloidea) from the Sulu Sea. Venus –
Japanese Journal of Malacology 47, 91–94.

HEDSTRÖM, H. 1917. Üeber der Gattung Phragmoceras in der
Obersilurformation, Gotlands. Sveriges Geologiska Under-
sökning, Ser. C 15, 1–35.

HOAGLAND, K.E. 1977. A gastropod color polymorphism: one
adaptive strategy of phenotypic variation. Biological Bulletin
152, 360–372. DOI 10.2307/1540424

HOARE, R.D. 1978. Annotated bibliography on preservation of
color patterns of invertebrate fossils. The Compass of Sigma
Gamma Epsilon 55, 39–64.

HOLLAND, C. & STRIDSBERG, S. 2004. Specific representation of
the Silurian cephalopod genus Phragmoceras in Gotland and
Britain. GFF 26, 301–310.

HYATT, A. 1894. Phylogeny of an acquired characteristic. Ameri-
can Philosophical Society Proceedings 32, 349–647.

HYATT, A. 1900. Cephalopoda, 502–592. In ZITTEL, K.A. &
EASTMAN, C.R. (eds) Textbook of Palaeontology, vol. 1. 839
pp. Macmillan and Co., Boston.

KLUG, C., BRÜHWILER, T., KORN, D., SCHWEIGERT, G., BRAYARD,
A. & TILSLEY, J. 2007. Ammonoid shell structures of primary
organic composition. Palaeontology 50, 1463–1478.
DOI 10.1111/j.1475-4983.2007.00722.x

KOBLUK, D.R. & MAPES, R.H. 1989. The fossil record, function
and possible origins of shell color Patterns in Paleozoic Ma-
rine invertebrates. Palaios 4, 63–85.
DOI 10.2307/3514734

KŘÍŽ, J. 1992. Silurian field excursion: Prague Basin (Barrand-
ian), Bohemia. National Museum of Wales, Geological Series
13, 1–111.

MANDA, Š. 2007. New Silurian nautiloids Phragmoceras
Broderip, 1839, and Tubiferoceras Hedström, 1917, from the
Prague Basin (Bohemia). Bulletin of Geosciences 82(2),
119–131. DOI 10.3140/bull.geosci.2007.02.119

MANDA, Š. 2008. Palaeoecology and palaeogeographic relations
of the Silurian phragmoceratids (Nautiloidea, Cephalopda) of
the Prague Basin (Bohemia). Bulletin of Geosciences 83(1),
39–62. DOI 10.3140/bull.geosci.2008.01.039

MANDA, Š. & FRÝDA, J. 2010. Silurian-Devonian boundary events
and their influence on cephalopod evolution: evolutionary sig-

���

��������	
�	��
������	�	�
��	���	��	����



nificance of cephalopod egg size during mass extinctions. Bul-
letin of Geosciences 85(3), 513–540.
DOI 10.3140/bull.geosci.1174

MANDA, Š. & TUREK, V. 2009a. A Silurian oncocerid with pre-
served colour pattern and muscle scars (Nautiloidae). Bulletin
of Geosciences 84(4), 755–766.
DOI 10.3140/bull.geosci.1168

MANDA, Š. & TUREK, V. 2009b. Minute Silurian oncocerids with
unusual colour pattern (Nautiloidea). Acta Palaeontologica
Polonica 54, 503–512. DOI 10.4202/app.2008.0062

MAPES, R.H. & DAVIS, R.A. 1995. The color pattern on a Creta-
ceous Nautiloid from South Dacota. Journal of Paleontology
69, 785–786.

MAPES, R.H. & DAVIS, R.A. 1996. Color patterns in ammonoids,
103–127. In LANDMAN, N. (ed.) Ammonoid Paleobiology.
Topic in Geobiology 13. Plenum Press, New York.

MAPES, R.H. & EVANS, T.S. 1995. The color pattern on a Creta-
ceous Nautiloid from South Dacota. Journal of Paleontology
69, 785–786.

MAPES, R.H. & HOARE, R.D. 1987. Annotated bibliography for
preservation of color patterns of invertebrate fossils. The Com-
pass of the Earth Science Journal of Sigma Gamma Epsilon
65, 12–17.

MAPES, R.H. & SCHNECK, W. 1987. The oldest ammonoid “col-
our” patterns: descriptions, comparison with Nautilus, and im-
plications. Palaeontology 30, 299–309.

MILLER, A.K. & FURNISH, W.M. 1937. Paleoecology of the Paleo-
zoic Cephalopoda. Report of the Committee on Paleoecology
1936–1937, 54–63.

REIMCHEN, T.E. 1978. Substratum heterogenity, crypsis, and col-
our polymorphism in an intertidal snail (Littorina marinae).
Canadian Journal of Zoology 57, 1070–1085.
DOI 10.1139/z79-135

RUEDEMANN, R. 1921. On color bands in Orthoceras. Bulletin
New York State Museum 227, 63–130.

SAUNDERS, W.B. 1987. The species of Nautilus, 35–52. In
SAUNDERS, W.B. & LANDMAN, N.H. (eds) Nautilus. The Biol-
ogy and Paleobiology of a Living Fossil. Plenum Press, New
York & London.

SIGNOR, P.W. & BRETT, C.E. 1984. The mid-Paleozoic precursor
to the Mesozoic marine revolution. Paleobiology 10,
229–245.

STENZEL, H.B. 1964. Living Nautilus, 59–93. In MOORE, R.C.

(ed.) Treatise on Invertebrate Paleontology, Part K, Mollusca
3. The University of Kansas Press, Lawrence.

STRIDSBERG, S. 1985. Silurian oncocerids cephalopods from Got
land. Fossils and Strata 18, 1–65.

SUN, Y.L., BOUCOT, A.J., BLODGETT, R.B. & RAN, W.Z. 1999.
Color pattern on a martiniid brachiopod from South China.
Journal of Paleontology 73, 973–976.

SWAN, A.R.H. & SAUNDERS, W.B. 1987. Morphological variation
in Nautilus from Papua New Guinea, 85–103. In SAUNDERS,
W.B. & LANDMAN, N.H. (eds) Nautilus. The biology and
Paleobiology of a living fossil. Plenum Press, New York &
London.

SWEET, W.C. 1964. Nautiloidea-Oncocerida, 277–319. In MOORE,
R.C. (ed.) Treatise on Invertebrate Paleontology, Part K,
Mollusca 3, Cephalopoda. Geological Society of America &
The University of Kansas Press, Boulder & Colorado.

TEICHERT, C. 1964. Morphology of the hard parts, 13–59. In
MOORE, R.C. (ed.) Treatise on invertebrate paleontology, part
K, Mollusca 3. The University of Kansas Press, Lawrence.

TUREK, V. 1990. Color patterns on Silurian and Devonian cepha-
lopods of Central Bohemia, 81. In Abstracts 3rd Symposium of
cephalopods: Present and past. Lyon.

TUREK, V. 2009. Colour patterns in Early Devonian cephalopods
from the Barrandian Area: Taphonomy and taxonomy. Acta
Palaeontologica Polonica 54, 491–502.
DOI 10.4202/app.2007.0064

TUREK, V. & MANDA, Š. 2010. Variability of colour pattern and shell
malformations in Silurian nautiloid Peismoceras Hyatt, 1884.
Journal of the National Museum, Natural History 179, 171–178.

VERMEIJ, G.J. 1987. Evolution and escalation. 527 pp. Princeton
University Press, Princeton.

WARD, P.D. 1987. Natural history of Nautilus. 263 pp. Allen &
Unwin, Boston.

WARD, P. & SAUNDERS, W.B. 1997. Allonautilus: A new genus of
living nautiloid cephalopod and its bearing on phylogeny of
the Nautilida. Journal of Paleontology 71, 1054–1064.

WARD, P., STONE, R., WESTERMANN, G. & MARTIN, A. 1977. Notes
on animal weight, cameral fluids, swimming speed, and color
polymorphism of the cephalopod Nautilus pompilius in the
Fiji Island. Paleobiology 3, 377–388.

WESTERMAN, G.E.G. 1998. Life habits of nautiloids, 263–298. In
Savazi, E. (ed.) Functional morphology of the invertebrate
skeleton. John Wiley, London.

��(

�
����� �����	� ��� !� "#�$# � %
�
��	 #�����	 
�&'
� ��'	��	(�����#�	�#����
�$



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings true
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 1
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo true
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 280
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.25000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 280
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.25000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /SyntheticBoldness 1.000000
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002000d>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002000d>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /GRE <>
    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002000d>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e000d>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /CZE <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [600 600]
  /PageSize [612.000 792.000]
>> setpagedevice


