
1. Introduction

The site of Grozon is located 3.5 km north of the town
of Poligny (Jura, Fig. 1) and was visited briefly by two
of us (GC and JMM) in 1992 and 1994. It is a small
disused quarry, belonging to the society Platrières de
Grozon. This locality was cited more than a century
ago by Henry (1876, p. 381), who described from it
bones belonging to a possible prosauropod dinosaur.
Nowadays, only a thin bed of green sandy marl (GR3)
in the Marnes de Châlins Formation (Norian) and a
bed of foliated black marl (GR4) from the Rhaetian
yield vertebrate remains. However, Henry (1876) gave
no precise position of his locality, and it is unclear if
the quarry described here is the same as Henry’s.

Abbreviations used in the text are as follows: BRSUG
– University of Bristol, Department of Geology. SMNS
– Staatliches Museum für Naturkunde, Stuttgart. GSC –
Geological Survey of Canada, Ottawa.

2. Geological setting

On the east side of the quarry, there is a good section
of the Marnes de Châlins Formation. It is character-
ized by typical facies of variegated, purple, green and
grey marls, which dip at 15° N. The marls are of upper-
most Norian ages and have no equivalent in the
Rhaetian (Kerrien, 1982). The horizon has previously
yielded remains of the prosauropod dinosaur
Plateosaurus, mainly near Poligny and at Lons-le-
Saunier (Cuny & Mazin, 1993) (Fig. 1). In 1992, three

samples were taken from the upper part of this expo-
sure: GR1, GR2 and GR3 (Fig. 2). GR3 was sampled
from an irregular 0.1-m-thick bed of green sandy
marls which yielded some bone remains (maximum
size 0.1 m), among them a tooth of a lungfish and
some vertebrate microremains.

The Marnes de Châlins Formation also crops out
on the southwest side of the quarry. At the top of the
outcrop, there is a 0.1-m-thick bed of green clay from
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Figure 1. Location map of the site of Grozon.



which sample GR7 was taken (Fig. 2). Beneath the
Marnes de Châlins, there is a two-metre-thick gypsum
bed.

On the south side of the quarry, there is a small
Rhaetian outcrop from which samples were collected
(Fig. 2). GR4, a bed of black foliated marls at the top,
yielded some vertebrate microremains. GR5 was sam-
pled from a 0.3-m-thick beige dolomite, containing
thin clay inter-layers. Sample GR6 was collected from
a layer of black marls.

The vegetation and the presence of occasional faults
make correlation between the three sides of the quarry
unclear.

3. Materials and methods

Palynological samples were processed in the
Department of Palynology of the Geological Institute
of Strasbourg (see Rauscher, Merzeraud & Schuler,
1992, for details). The sediment was disaggregated
using hydrogen peroxide and vertebrate microremains
were picked up under a binocular microscope from the
fraction > 500 µm. In order to study the ultrastructure
of the enameloid, some teeth were etched for between
30 and 90 seconds in 5 % HCl. Photographs of the sur-
face of the enameloid were taken between each treat-
ment with a Cambridge Stereoscan 250 MK3 S.E.M.,
using an acceleration voltage of 25 kV to study the dif-
ferent layers. Although this method is destructive, it
allows the study of the whole surface of the different
layers of the enameloid.

4. Palynological analysis

Palynological analysis of the samples from Grozon
was conducted by one of us (RR). Except for sample
GR3, all of the samples yielded a palynoflora,
although the assemblages are not diverse. The GR4
level is by far the richest of the studied levels and is the
only one with a sufficiently high abundance to gener-
ate a meaningful count. The results are as follows:

Spores: 0 %
Circumpolles: 59.34 %
Rhaetipollis: 1.62 %
Bisaccate pollens: 0.81 %
Ovalipollis: 4.10 %
Marine elements (dinocysts, acritarchs and tintin-
nids): 34.13 %
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Figure 2. Stratigraphic log of the Quarry of Grozon. Lower
part of the log from the south west side of the quarry, middle
part from the east side, and upper part from the south side.
Question marks indicate faults and vegetation which do not
allow precise correlation between the three sides of the
quarry. Arrows indicate where the seven samples analysed in
this paper come from.



The other palynofloras contain a low diversity, low
abundance spore flora (including Riccisporites), some
marine algae (dinocysts and acritarchs) and elements
in common with GR4, including Circumpolles,
Rhaetipollis and Ovalipollis. Additionally, GR5 and
GR6 yielded some foraminiferan test linings.

4.a. Discussion

This study fits well with similar studies conducted in
Lorraine (east of the Parisian Basin, Rauscher et al.
1995). According to these authors, there are five suc-
ceeding palynological assemblages at the Triassic–
Jurassic boundary. Their episode 1, the oldest, includes
very poor assemblages with rare Rhaetipollis germani-
cus (Schulz 1967) Schuurman 1977 and Ricciisporites
tuberculatus Lundblad 1954 and more common
Granuloperculatipollis rudis Venkatachala & Goczan
1964 and Ovalipollis pseudoalatus (Thiergart 1949)
Schuurman 1976. This episode is characteristic of the
boundary between the Marnes Irisées Supérieure
(uppermost Keuper) and the Grès et Schistes à Avicula
contorta (referred to here as GSAC, the ‘lower
Rhaetian’ of most authors). Samples GR1, GR2 and
GR7 belong to this episode. Episode 2 includes assem-
blages poor in spores and dominated by Circumpolles
and marine palynomorphs. This is characteristic of the
GSAC. Samples GR4, GR5 and GR6 belong to this
episode. The only difference between typical assem-
blages from episode 2 in Lorraine and sample GR4
from Grozon is the complete absence of Ricciisporites
from the latter. However, the presence of tintinnids in
GR4 suggests a close correlation with level R36 of
Lons-le-Saunier (located about 30 km south of
Grozon, Fig. 1) and therefore falls within the upper
half of the GSAC of the Jura area (Cuny, 1995a).
Stages 3 to 5 are not recorded here. It can be concluded
that the Marnes de Châlins is equivalent to the Marnes
Irisées Supérieures of Lorraine and that the ‘lower
Rhaetian’ of the Jura area is a southern extension of
the GSAC of Lorraine. These correlations are further
supported on sedimentological grounds.

Moreover, this confirms that palynomorphs usually
considered as typical of the Rhaetian are present,
although much less abundant, in the late Norian
(Rauscher et al. 1995). However, since there is a very
gradual transition between the Norian and Rhaetian
palynofloras (Adloff & Doubinger, 1982, 1983; Rauscher
et al. 1995), we should be cautious with the palynological
definition of the Rhaetian, and its lower boundary
remains difficult to define (Rauscher et al. 1995).

5. Systematic palaeontology

5.a. Vertebrates from the GR3 level

Class CHONDRICHTHYES Huxley, 1880
Subclass ELASMOBRANCHII Bonaparte, 1838

Cohort EUSELACHII Hay, 1902

Superfamily HYBODONTIDAE Zangerl, 1981
Family POLYACRODONTIDAE Glückman, 1964

Genus Lissodus Brough, 1935
Lissodus lepagei Duffin, 1993a

Four teeth (BRSUG 26348), with no preserved root,
were recovered from the fine fraction of the sediment.
The main cusp of these teeth is low, diamond-shaped
at its base, with a well-developed labial peg possessing
a strong accessory cusplet. An occlusal crest runs the
length of the crown through the apices of all cusps. A
major vertical ridge forms a crest to the labial peg and
ascends the main cusp. A similar ridge, but fainter, is
present on the lingual side of the main cusp. Apart
from these ridges, the enameloid of the crown appears
smooth (Fig. 5b). The best preserved tooth from
Grozon shows a pair of well-developed lateral cus-
plets, so the occlusal crest appears crenulated in labial
view (Fig. 5a). Such characters distinguished these
teeth from Lissodus minimus, a common species in the
Rhaetian of this area (Cuny, 1995a; Cuny, Mazin &
Rauscher, 1994) and fit well with the teeth of Lissodus
lepagei from Medernach figured by Duffin (1993a).

The GR3 level also yielded three hybodontid der-
mal denticles with a rounded and knob-shaped crown
(BRSUG 26347), ornamented by strong radial ridges,
usually bifurcating once (Fig. 5c). There is no distinct
neck separating the crown from the base, but one spec-
imen shows a shallow constriction all around the base
of the crown. The base is shallow, wider than the
crown and almost circular in outline in basal view. The
basal surface is flat, with some small randomly distrib-
uted foramina in one specimen. These dermal denti-
cles belong to morphotype 1 of Thies (1995) or to type
B as defined by Sykes, Cargill & Fryer (1970).
According to Thies (1995), such a morphotype can be
attributed either to Hybodus or to Lissodus but, in the
absence of reports of Hybodus at Grozon, we refer
these dermal denticles to Lissodus lepagei. It should be
noted, however, that Hampe (1996) does not figure
similar dermal denticles in his description of the der-
mal skeleton of Lissodus from the early Permian of
Germany. Hence, our attribution is tentative, pending
further study of the variation in shape of the dermal
denticles of Lissodus.

Subcohort NEOSELACHII Compagno, 1977
Order, Superfamily and Family incertae sedis

Genus Grozonodon gen. nov.

Derivatio nominis. From Grozon, the type locality and
odous (Greek), tooth.

Type species. Grozonodon candaui sp. nov.

Diagnosis. Labiolingually compressed cusps with well-
developed cutting edges and no (or very reduced) lat-
eral cusplets. Crowns ornamented by ridges that do not
reach the apex of the cusps. Triple layered enameloid,
with a surface of shiny enameloid, a middle parallel
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fibred enameloid and a basal tangled fibre enameloid
which is less randomly oriented at the base of the
crown than near the apex. In the parallel fibred enam-
eloid, the fibres are perpendicular to the ridges orna-
menting the crown in the lower part of the tooth. Root
semi-circular in basal view and projecting lingually,
perpendicular to the crown. Shallow labial root wall.
Root vascularization anaulacorhize.

Grozonodon candaui sp. nov.

Holotype. BRSUG 26316 (one anterior tooth with one
lateral cusplet preserved).

Paratypes. BRSUG 26317 (78 more or less complete
teeth, among which BRSUG 26317-2 has been etched
with 10 % hydrochloric acid and not completely
destroyed).

Derivatio nominis. In honour of Ms. Marianne
Candau who participated voluntarily and enthusiasti-
cally for the five years of our palaeontological work in
the Jura area.

Locus typicus. Quarry of ‘Frétilles’, 1500 m southeast
of the village of Grozon (Jura, France), lat.
5°42′47″N, long. 46°52′44″E.

Stratum typicum. Upper part of the Marnes de
Châlins, Norian, Upper Triassic.

Diagnosis. As for the genus Grozonodon gen. nov.
(monospecific genus).

Description. These teeth (BRSUG 26316, 26317) show
a labio-lingually compressed main cusp with two well-
developed cutting edges, one mesial and one distal.
Some cusps have a sigmoid curve in mesial and distal
views while others just show a lingual recurvature (Fig.
3b, g). They are ornamented by ridges, well marked at
the base of the crown but which generally do not reach
the apex. The ridges are often more developed on the
labial face than on the lingual one. In labial view, the
crown is triangular, often with a wide base and over-
hangs the crown/root junction (Fig. 3a, f). The highest
tooth of the sample (BRSUG 26316), 6 mm high, pos-
sesses one pair of very reduced lateral cusplets, less
than one sixth the height of the main cusp (Fig. 3a, c).
Unfortunately, there is just one cusplet preserved in
this specimen. Most other teeth of the sample
(BRSUG 26317) show no preserved lateral cusplets
(Fig. 3f, g, h) and often are lingually inclined. They
probably represent more posterior teeth. The root is
semicircular in occlusal view, projecting lingually from
the crown base (Fig. 3d). In mesial or distal view, it
appears slightly concave, with a marked mesio-distal
hollow in the labial part. In lingual view the root is
generally penetrated by randomly distributed vascular
foramina of varying size. In labial view, the root is
shallow compared to the height of the crown.

Enameloid ultrastructure of the teeth. Three teeth were
studied, of which only one has not been completely

destroyed. There are some thin apatite crystallites ran-
domly oriented at the surface of the teeth, which could
be evidence of a shiny enameloid (SLE). This shiny
enameloid is best preserved on the cutting-edges of the
teeth (Fig. 4d). Just below this there is a layer contain-
ing surface-parallel apatite fibre bundles running in a
basal-apical direction (Fig. 4a). In the lower part of
this layer, radial fibres exploit the interstices between
the surface parallel fibres (Fig. 4b). The pattern of this
parallel fibred enameloid (PFE) is very similar to that
of ‘Orthacodus’ (Reif, 1973, a junior synonym of
Sphenodus, Cappetta, 1987; Duffin & Ward, 1993),
Hueneichthys costatus (Reif, 1977) and Rhomphaiodon
nicolensis (Duffin, 1993b). However, in R. nicolensis,
the average diameter of the bundles is 7.5 µm com-
pared to 2 µm in the above mentioned taxa, and in the
teeth from Grozon. At the level of each ridge orna-
menting the crown, the apatite fibre bundles change
orientation, becoming perpendicular to the ridge (Fig.
4c). This is similar to the pattern illustrated in the cut-
ting edges of Paragaleus by Reif (1973). This pattern
could also be very similar to the one described in
Hueneichthys costatus (Reif, 1977), although in the fig-
ure given (Reif, 1977, fig. 4) this is unclear because of
the high percentage of radial fibres. Deeper in the
enameloid, the fibres become more randomly oriented
and correspond to a tangled fibred enameloid (TFE,
Fig. 4e). At the base of the tooth (Fig. 4f), however,
the pattern appears less chaotic than in that illustrated
by Reif (1973, fig. 3). This pattern appears to be linked
more particularly to the ridges ornamenting the
crown. At the apex of the tooth, the tangled fibred
enameloid has the same appearance as that illustrated
by Reif (1973, fig. 3).

The enameloid of the teeth from Grozon therefore
appears triple layered as is typical in neoselachian sharks
(Reif, 1973, 1977; Duffin, 1980, 1993b; Thies, 1982).

‘Hybodus’ minor Agassiz, 1837

These teeth (BRSUG 26318) appear quite small, less
than 3 mm high, and are often poorly preserved. Their
main cusps are almost circular at the base, have blunt
cutting edges and are flanked by one or two pairs of
well-developed lateral cusplets (Fig. 3i, k). The crowns
are ornamented by strong ridges, which are well
marked at the base of the cusps but which generally do
not reach the apex. In labial view, the crowns are trian-
gular, often with a wide base. The roots are semicircu-
lar in occlusal view, projecting lingually from the
crown base (Fig. 3j). In mesial or distal view, their
bases appear slightly concave. In lingual view the roots
are generally penetrated by randomly distributed vas-
cular foramina of varying size. In labial view, the roots
are shallow compared to the height of the crowns.
These fit well with the teeth described as Hybodus
minor by Duffin (1993a). However, one of us (GC)
observed a typical PFE layer (Fig. 4g) as well as a
shiny layered enameloid (Fig. 4h) in these specimens
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Figure 3. (a–d) Holotype (BRSUG 26316) of Grozonodon candaui (GR3 level) in labial (a), lateral (b), lingual (c) and apical 
(d) views. (e) Pathological tooth (?) or scale (?) of ‘Hybodus’ minor (BRSUG 26319, GR3 level) in apical view. (f–h) More poste-
rior tooth of G. candaui (BRSUG 26317-1) in labial (f), lateral (g) and lingual (h) views. (i–k) Posterior tooth of ‘Hybodus’ minor
(GR3 level, BRSUG 26318-1) in lingual (i), apical (j) and labial (k) views. Scale bars: 1 mm.
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Figure 4. For legend see facing page.



and in teeth of ‘Hybodus’ minor from the ? middle
Norian of Medernach (Luxemburg) as well as in teeth
attributed to the same species from the Rhaetian at
Aust Quarry (the quarry at Manor Farm, close to the
motorway services at Aust, Gloucestershire, England)
and Habay-la-Vieille (Belgium). It seems that most of
the teeth previously attributed to ‘Hybodus’ minor
belong in fact to a neoselachian, a hypothesis first pro-
posed by Maisey (1977) (J. Day, pers. comm., has inde-
pendently reached a similar conclusion). The species
Hybodus minor was originally defined from a fin-spine
found in the Upper Triassic of Purton Passage
(Gloucestershire, England: Agassiz, 1833–43) which,
although undoubtedly belonging to a hybodont shark,
is not diagnostic at species level. Shortly after naming
this species, Agassiz (1833–43, p. 183, tab. 23, figs
21–24) ascribed to it isolated teeth from other Upper
Triassic sites from southwestern England. These teeth,
deposited in the Natural History Museum (London),
have to be examined before we can remove all the teeth
previously ascribed to H. minor from this species and
erect a new genus and species (H. minor would there-
fore be restricted to undiagnostic fin-spines and so
considered as nomen dubium). However, considering
the historical importance of these specimens, this is
not really possible as the method used to study the
enameloid ultrastructure is destructive. This problem
thus needs further study before it can be resolved.
Meanwhile, these neoselachian teeth will be referred to
as ‘Hybodus’ minor.

One specimen (BRSUG 26319) appears unusual.
The crown is very similar to those known among teeth
of ‘Hybodus’ minor but three of the four cusps are bro-
ken. Originally, there was one main cusp flanked by one
lateral cusplet on one side and two lateral cusplets on
the other. Only the smallest lateral cusplet is preserved.
The root is enlarged posteriorly as well as anteriorly
and so appears almost circular in apical view (Fig. 3e).
Its basal face is almost flat. A groove cuts across the
base from the posterior to anterior side. This groove is
not centrally situated but laterally displaced, and disap-
pears just before reaching the anterior edge of the base.
This fossil could be interpreted as a pathological pos-
terior tooth of ‘Hybodus’ minor on which the root
extends both lingually and labially. However, Maisey
(1987) noticed the presence of placoid scales with an
almost tooth-like appearance on the fringe of the
mouth in the living shark Chlamidoselachus. In the

absence of further evidence, this specimen could be
considered either a pathological tooth or a fringing
scale from the mouth. Since this specimen is unique, its
enameloid ultrastructure was not examined.

The faunas also include:
teeth of undetermined Actinopteri (BRSUG 26349,
26350 and 26351, Fig. 5e, f, h);

Ptychoceratodus rectangulus (Linck, 1936) (BRSUG
26352, Fig. 5j);

teeth of undetermined Archosauriformes (BRSUG
26353-1 and 26353-2, Fig. 5i);

undetermined bone fragment.

5.b. Vertebrate from the GR4 level

As the exposure was reduced and difficult to access,
only one sample was taken, and yielded the following
vertebrate microremains:

Lissodus minimus (Agassiz, 1839) (BRSUG 26354,
Fig. 5g);

undetermined Actinopteri (Fig. 5d);
? Gyrolepis sp. (BRSUG 26355).

6. Early radiation of neoselachian sharks

The existence of Grozonodon candaui, and the recogni-
tion that most teeth attributed to ‘Hybodus’ minor
belong to neoselachian sharks, are both further indica-
tions that this group underwent some diversification
before the end of Triassic time. Neoselachian species
from the Norian now include Reifia minuta (Duffin,
1980) from Germany, Rhomphaiodon nicolensis from
France and Germany (?) (Duffin, 1993b), Synechodus
incrementum from Canada (Johns, Barnes & 
Orchard, 1997), Nemacanthus monilifer from France
and Luxemburg (Cuny & Ramboer, 1991; Delsate,
1995), ‘Hybodus’ minor from Grozon and Medernach
(this paper) and Grozonodon candaui (this paper).
‘Hybodus’ minor is represented only by teeth in the
middle Norian while Nemacanthus monilifer is known
only from fin-spines, and it is possible that both taxa
belong to the same species (Maisey, 1977; Storrs, 1994;
Cuny 1995b).

The pre-Norian neoselachian fossil record based on
isolated teeth possibly includes Mcmurdodus whitei from
the early–middle Devonian of Western Queensland
(Australia) and Mcmurdodus featherensis from the mid-
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Figure 4. (a–c) Parallel fibred enameloid of an anterior tooth of G. candaui, (b) shows the radial fibres which exploit the inter-
stices between the surface parallel fibres while (c) shows the change of orientation of these fibres at the level of the ridges orna-
menting the surface of the crown. (d) Shiny Layered Enameloid above the Parallel Fibred Enameloid at the level of the
cutting-edge of a tooth of G. candaui; (e) Tangled Fibred Enameloid near the apex of a tooth of G. candaui; (f) Primitive
Tangled Fibred Enameloid near the base of a tooth of G. candaui; (g) Parallel Fibred Enameloid of a tooth of ‘Hybodus’ minor
from Aust Quarry (base of the Westbury Beds, Rhaetic, England); (h) Parallel Fibred Enameloid, on the right side of the photo-
graph, and Shiny Layered Enameloid at the level of the cutting-edge on the left side of the photograph of a tooth of ‘Hybodus’
minor from Manor Farm Quarry at Aust (base of the Westbury Formation, Rhaetian, England). Scale bars: (a, c, f, g): 40 mm;
(b, d): 4 mm; (e, h): 10 mm.



dle–late Devonian of Antarctica (Turner & Young,
1987), as well as Cooleyella peculiaris from the late
Carboniferous of North America (Gunnell, 1933), C.
amazonensis from the late Carboniferous of Brazil
(Duffin, Richter & Neis, 1996) and C. fordi from the
early Carboniferous of Great-Britain and the Permian
of North America (Duffin & Ward, 1983). The teeth of
Mcmurdodus are strikingly similar to those of the

Hexanchidae, although the first record of this family
does not occur until early Jurassic time (Cappetta,
1987). Therefore, the similarity may simply be a result of
convergence in tooth morphology (Cappetta, Duffin &
Zidek, 1993). The teeth of Cooleyella lack an enameloid
cover (Duffin & Ward, 1983), which is quite a problem-
atic feature. Recent phylogenetic hypotheses accept the
Hybodontoidea as the sister-group of the Neoselachii
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Figure 5. (a, b) Tooth of Lissodus lepagei (GR3 level, BRSUG 26348-1) in labial (a) and apical (b) views. (c) Hybodontid scale
(GR3 level) in apical view. (d) Tooth of an undetermined crushing Actinopteri (GR4 level, lost specimen) in lateral view. (e, f)
Tooth of Perleidiformes or young specimen of Paralepidotus (GR3 level, BRSUG 26351-1) in apical (f) and lateral (e) views. (g)
Tooth of Lissodus minimus (GR4 level, BRSUG 26354) in apical view. (h) ‘Saurichthys’ type of teeth (GR3 level, BRSUG
26349-1) in lateral view. (i) Tooth of an undetermined Archosauriformes (GR3 level) in labial (?) or lingual (?) view. (j) Tooth of
Ptychoceratodus rectangulus (GR3 level, BRSUG 26352) in apical view. Scale bars: (a, b, d, g, h, i): 1 mm; (c, e, f): 0.5 mm;
(j): 10 mm.



(Maisey, 1984; Gaudin, 1991) and the structure of the
enameloid in some late Triassic Neoselachii may suggest
that it is derived from a more primitive single crystallite
enameloid (Cuny, unpub. data). There is therefore little
support for Duffin & Ward’s (1983) hypothesis concern-
ing the presence of unenamelled teeth in primitive
neoselachians. A secondary loss of the enameloid cover
seems unlikely as there is no other example of such a loss
across the whole lineage, and it is difficult to justify this
in mechanical terms. Although the hemiaulacorhize vas-
cularization of the teeth of Cooleyella is unknown out-
side the Neoselachii, convergence cannot be ruled out.
Indeed, there is no unequivocal evidence that either
Mcmurdodus or Cooleyella belong to neoselachian
sharks.

Unfortunately, the phylogenetic relationships of
more complete fossils are just as difficult to define.
Hopleacanthus richelsdorfensis from the Permian of
Germany (Schaumberg, 1982) displays a mixture of
hybodontid, ctenacanthid and palaeospinacid features
(Schaumberg, 1982). Maisey (1984) considered it as the
sister-taxon of Palaeospinax + modern elasmobranchs
on the basis of three synapomorphies: (1) notochordal
sheath segment calcified anteriorly; (2) fin-spines with a
mantle of shiny enameloid and lacking posterior tuber-
cles; and (3) dermal denticles with a simple pulp cavity
and a single basal canal. Gaudin (1991) questioned
Maisey’s first and third synapomorphies and pointed
out that the structure of the pectoral fins is primitive
(contra Maisey, 1984). Schaumberg’s reference to
“Placoidschuppe des Hybodus-types” appears quite
unclear. The drawing of the vertical section of a placoid
dermal denticle (Schaumberg, 1982, fig. 2) was made
according to a single abraded scale (Schaumberg, pers.
comm.), and a new study of the dermal skeleton of this
genus would be welcome. The second character is 
also recognizable in Amelacanthus from the British
Carboniferous (Maisey, 1982), Eunemacanthus, from
the Carboniferous of Europe, North America and
Russia (Maisey, 1982), Nemacanthus from the early
Triassic of Spitzbergen (Stensiö, 1921), East Greenland
(Stensiö, 1932), North America (Evans, 1904) and the
late Triassic of Western Europe (Cuny, 1995b; Cuny &
Ramboer, 1991; Delsate, 1995) and Acronemus, from
the middle Triassic of Switzerland (Rieppel, 1982).
Amelacanthus, Eunemacanthus and Nemacanthus are
known from isolated fin-spines only (however, see above
concerning the possible association of ‘Hybodus’ minor
and Nemacanthus monilifer), and their exact relation-
ships are therefore difficult to assess. On the other 
hand, Acronemus displays associated teeth and dermal
denticles (Rieppel, 1982). Despite this, the teeth possess
a single crystallite enameloid (SCE) only, which would
exclude this genus from the Neoselachii. Acronemus,
Hopleacanthus, Amelacanthus and Eunemacanthus may
represent a paraphyletic sister-group of the Neoselachii,
as suggested by Maisey (1984). This would imply that
the character 2 is a primitive character for Neoselachii.

The earliest unequivocal neoselachian tooth is
known from Lower Triassic strata of Turkey (Thies,
1982) and was attributed to the genus ?Palaeospinax
Egerton, 1872. This tooth displays a SLE and a PFE,
but as there is only one known tooth, it was impossible
to look further to check the presence of a TFE. The
association of a SLE and a PFE is unknown outside
the neoselachian sharks (Reif, 1977) and there is 
no doubt that this tooth belongs to a true neo-
selachian. To a large extent, the diagnosis of the
Synechodontiformes, including the Palaeospinacidae,
is based on the structure of the root, with a peculiar
vascularization termed pseudopolyaulacorhize
(Cappetta, 1987, 1992; Thies, 1993; Duffin & Ward,
1993), while the overall morphology of the crown
appears quite primitive inside the Palaeospinacidae. As
the root is not preserved in the Turkish specimen, it is
difficult to assess whether this tooth does indeed
belong to Palaeospinax. Moreover, Palaeospinax is 
a nomen dubium (Duffin & Ward, 1993; Thies 1993),
and if this tooth does belong to a palaeospinacid, it
should be attributed to the genus Synechodus. Similar
teeth have recently been reported from the middle
Triassic strata of Nevada (USA) and identified as
?Palaeospinax sp. by Rieppel, Kindlimann & Bucher
(1996). The roots of these teeth are poorly preserved
and the vascularization system cannot be determined.
It is therefore impossible, for the same reasons as those
given above, to assess whether these teeth belong to a
true palaeospinacid. Furthermore, the lateral cusplets
appear to be well separated from the main cusp, which
Cappetta (1992) and Duffin & Ward (1993) suggested
as being a characteristic of Paraorthacodus rather than
of Synechodus (the latter including teeth formerly
described as Palaeospinax). The oldest teeth unequivo-
cally attributable to the genus Synechodus (S. volaticus
and S. sp. 1) were recently described from the Ladinian
of Canada, in addition to three other species from the
Carnian and Norian (S. incrementum, S. multinodosus,
and S. sp. 2: Johns, Barnes & Orchard, 1997). S. volati-
cus displays an SLE and a PFE, but no TFE, while all
three layers are present in S. multinodosus. The enam-
eloid ultrastructure of S. incrementum on the other
hand appears unusual. The structure of GSC 105113
(Johns, Barnes & Orchard, 1997, pl. 7, figs 1–4) is indis-
tinct due to recrystallization, but the other teeth figured
(pl. 7, figs 6–9) show bundles of poorly separated fibres,
oriented more or less perpendicular to the surface of
the teeth. A similar pattern was observed by one of us
(GC) in teeth attributed to Synechodus rhaeticus
from the Rhaetian of Lons-le-Saunier (France) and
Habay-la-Vieille (Belgium) but is unknown in other
neoselachian teeth studied so far. Johns, Barnes &
Orchard (1997) noted many similarities between the
majority of S. incrementum teeth and those of Lissodus
minimus. However, the latter typically possess a single
crystallite enameloid totally lacking fibre bundles.
Current knowledge suggests that the enameloid of the
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teeth of Synechodus incrementum and some teeth of
Synechodus rhaeticus is unique, making the exact 
relationships of these species problematic.

The neoselachian fossil record from the Devonian
up to the middle Triassic thus remains sparse, at low
diversity, and with most of the fossils having uncertain
phylogenetic positions. In comparison, the middle
Norian fauna from Western Europe appears much
more diverse. It is, striking, however, to note the con-
vergence in the shape of the teeth between most
Triassic neoselachians displaying a triple-layered
enameloid (?Palaeospinax, Synechodus, ‘Hybodus’
minor, Rhomphaiodon, Grozonodon) and the
Hybodontidae. Grozonodon candaui, ‘Hybodus’ minor
and Rhomphaiodon nicolensis are certainly closely
related and would appear to be evolutionary interme-
diates between hybodonts and Synechodontiformes.
Indeed they differ from Synechodontiformes only by
the lack of open canals in the basal face of the root. It
is also striking that in these Triassic teeth possessing a
triple-layered enameloid the root is enlarged lingually,
and projected at nearly a right angle from the axis of
the crown (the lingual torus of Maisey, 1975). This
character is known among Ctenacanthoidea (Maisey,
1975) and to a lesser extent among Hybodontoidea,
although in the latter, this lingual torus is never as well
developed as in primitive neoselachians (see, for exam-
ple, Egertonodus basanus, Patterson, 1966; Maisey,
1983; Maisey, 1987). It is highly probable that the
reduced lingual torus of the Hybodontoidea is a
derived character, and that the primitive Neoselachii
have retained the primitive condition. When it is not
possible to check the enameloid ultrastructure, the
presence of a lingual torus may therefore be useful in
distinguishing between teeth of Hybodontoidea and
those of primitive Neoselachii.

So far, Grozonodon candaui appears to be the only
one with a quite peculiar, primitive tangled-fibred
enameloid at the level of the ridges ornamenting the
base of the tooth, but this remains difficult to explain
in the present state of our knowledge.

7. Conclusions

The site of Grozon appears interesting as it is the only
site in the Jura that has yielded vertebrate microre-
mains both from the Norian and the Rhaetian.
Palynological analysis allows the recognition of
episodes 1 and 2 of Rauscher et al. (1995) which corre-
spond respectively to the Norian (Marnes Irisées
Supérieures) and to the lower part of the Rhaetian
(Grès et Schistes à Avicula contorta, GSAC). The
microremains from the Norian appear quite different
from those recovered in the GSAC, and from other
localities in the Jura (Cuny, 1995a; Cuny, Mazin &
Rauscher, 1994). Moreover, a new species of
neoselachian shark of doubtful affinity, Grozonodon
candaui, and the recognition of teeth of ‘Hybodus’

minor as belonging to a neoselachian shark indicate
that the neoselachians were already well diversified by
Norian times and probably closely related to
hybodonts.

Acknowledgements. The authors thank the society Platrières
de Grozon for allowing access to the quarry, and more par-
ticularly, Messrs Blanchet, Cullen and Robert. Pascal
Godefroit (Institut Royal des Sciences naturelles de
Belgique) and Dominique Delsate (Centre de Recherche
Lorraine) have kindly given to one of us (GC) some teeth of
‘Hybodus’ minor and Synechodus rhaeticus from Habay-la-
Vieille to examine the enameloid ultrastructure. We express
also our thanks to Stuart Kearns and Simon Powell
(University of Bristol) for their help using the S.E.M. and
the late Claude Briand (Université Paris 6) who made Figure
1. Giles Smith and Lucy McCobb (University of Bristol)
improved the English of the manuscript. We also thank
Chris Duffin (Sutton) and an anonymous reviewer who
greatly improved the original manuscript. This work has
been funded by a grant from the town of Lons-le-Saunier
(Jura), by Marie Curie Fellowship ERBFMBICT950059
from the European Community to GC, and by NERC grant
GR3/11124.

References

ADLOFF, M. C. & DOUBINGER, J. 1982. Etude palynologique
du Rhétien et de l’Hettangien de cinq sondages situés
dans les environs de Mersch (Luxembourg). Bulletin
d’information des géologues du Bassin de Paris 19(2),
9–20.

ADLOFF, M. C. & DOUBINGER, J. 1983. Etude palynologique
dans des séries Rhéto-liasiques de la bordure N.E. du
Bassin de Paris (Luxembourg). Terra Cognita 3(2/3),
210.

AGASSIZ, L. 1833–43. Recherches sur les poissons fossiles.
Tome 3 concernant l’histoire de l’ordre des Placoïdes.
Imprimerie de Petitpierre, Neufchâtel, Switzerland, 390
+ 34 pp.

BONAPARTE, C. L. J. L. 1838. Synopsis vertebratorum sys-
tematis. Nuovi Annali delle Scienze Naturali, 2, 105–33.

BROUGH, J. 1935. On the structure and relationships of
the hybodont Sharks. Memoirs of the Literary and
Philosophical Society of Manchester 79, 35–49.

CAPPETTA, H. 1987. Chondrichthyes 2. Mesozoic and
Cenozoic Elasmobranchii. Handbook of Paleoichthyology,
3B. Stuttgart: Gustav Fischer Verlag, 193 pp.

CAPPETTA, H. 1992. New observations on the palaeospinacid
dentition (Neoselachii, Palaeospinacidae). Neues
Jahrbuch für Geologie und Paläontologie, Monatshefte
1992(9), 565–70.

CAPPETTA, H., DUFFIN, C. J. & ZIDEK, J. 1993.
Chondrichthyes. In The fossil record 2 (ed. M. J.
Benton), pp. 593–609. London: Chapman & Hall.

COMPAGNO, L. J. V. 1977. Phyletic relationships of living
sharks and rays. American Zoologist 17, 303–22.

CUNY, G. 1995a. Apports du site de Lons-le-Saunier (Jura,
France) à l’étude de la transgression rhétienne dans
l’Est de la France. Géobios MS 18, 113–17.

CUNY, G. 1995b. Révision des faunes de vertébrés du site de
Provenchères-sur-Meuse (Trias terminal, Nord-Est de
la France). Palaeovertebrata 24(1–2), 101–34.

CUNY, G. & MAZIN, J. M. 1993. The Late Triassic (Upper
Keuper) dinosaur locality of Lons-le-Saunier (Jura,

666 G.  C U N Y A N D OT H E R S



France): first results of excavations. Revue de
Paléobiologie, vol. spéc., 7, 45–53.

CUNY, G., MAZIN, J. M. & RAUSCHER, R. 1994. Saint-
Germain-les-Arlay: un nouveau site rhétien daté par la
palynologie et l’étude des vertébrés dans le département
du Jura (France). Revue de Paléobiologie 14(1), 35–48.

CUNY, G. & RAMBOER, G. 1991. Nouvelles données sur la
faune et l’âge de Saint-Nicolas-de-Port. Revue de
Paléobiologie 10(1), 69–78.

DELSATE, D. 1995. Chondrichthyens mésozoïques du Grand
Duché de Luxembourg. In Elasmobranches et stratigra-
phie (eds J. Herman and H. Van Waes), pp. 11–12.
Belgian Geological Survey, Professional Paper no. 278.

DUFFIN, C. J. 1980. A new euselachian shark from the Upper
Triassic of Germany. Neues Jahrbuch für Geologie und
Paläontologie, Monatshefte 1980(1), 1–16.

DUFFIN, C. J. 1993a. Mesozoic chondrichthyan faunas. 1.
Middle Norian (Upper Triassic) of Luxembourg.
Palaeontographica, A 229, 15–36.

DUFFIN, C. J. 1993b. Late Triassic sharks teeth
(Chondrichthyes, Elasmobranchii) from Saint-Nicolas-
de-Port (north-east France). In Elasmobranches et
stratigraphie (eds J. Herman and H. Van Waes), pp.
7–32. Belgian Geological Survey, Professional Paper no.
264.

DUFFIN, C. J., RICHTER, M. & NEIS, P. A. 1996. Shark
remains from the Late Carboniferous of the Amazon
Basin, Brazil. Neues Jahrbuch für Geologie und
Paläontologie, Monatshefte 1996(4), 232–56.

DUFFIN, C. J. & WARD, D. J. 1983. Neoselachian sharks’
teeth from the Lower Carboniferous of Britain and the
Lower Permian of the U.S.A. Palaeontology 26(1),
93–110.

DUFFIN, C. J. & WARD, D. J. 1993. The Early Jurassic
palaeospinacid sharks of Lyme Regis, southern
England. In Elasmobranches et stratigraphie (eds J.
Herman and H. Van Waes), pp. 53–102. Belgian
Geological Survey, Professional Paper no. 264.

EGERTON, P. DE M. G. 1872. Palaeospinax priscus. Figures
and descriptions illustrative of British organic remains.
Decade 13. Memoirs of the Geological Survey of the
United Kingdom, 1–3.

EVANS, H. M. 1904. A new cestraciont spine from the Lower
Triassic of Idaho. Bulletin of the Department of
Geology, University of California 3(18), 397–402.

GAUDIN, T. J. 1991. A reexamination of elasmobranch
monophyly and chondrichthyes phylogeny. Neues
Jahrbuch für Geologie und Paläontologie, Abhandlungen
182(2), 133–60.

GLÜCKMAN, L. S. 1964. Class Chondrychthyes, Subclass
Elasmobranchii. In “Fundamentals of Paleontology”,
(ed. D. V. Obruchev), pp. 196–237. Izvestija Academii
Nauk SSSR 11 (Russian Edition), pp. 292–352 (English
translation, Jerusalem, 1967).

GUNNELL, F. M. 1933. Conodonts and fish remains from the
Cherokee, Kansas City, and Wabaunsee groups of
Missouri and Kansas. Journal of Paleontology 7,
261–97.

HAMPE, O. 1996. Dermale Skelettelemente von Lissodus
(Chondrichthyes: Hybodontoidea) aus dem Unterperm
des Saar-Nahe-Beckens. Paläontologische Zeitschrift
70(1/2), 225–43.

HAY, O. P. 1902. Bibliography and catalogue of the fossil
Vertebrata of North America. Bulletin of the United
States Geological Survey 179, 1–868.

HENRY, J. 1876. Etude stratigraphique et paléontologique de

l’Infralias dans la Franche-Comté. Mémoire de la
Société d’Emulation du Doubs 4(10), 285–476.

HUXLEY, T. H. 1880. On the applications of the laws of evo-
lution to the arrangement of the Vertebrata and more
particularly of the Mammalia. Proceedings of the
Zoological Society of London 1880, 649–62.

JOHNS, M.J., BARNES, C. R. & ORCHARD, M. J. 1997.
Taxonomy and biostratigraphy of Middle and Late
Triassic elasmobranch ichthyoliths from northeastern
British Columbia. Geological Survey of Canada,
Bulletin 502, 1–235.

KERRIEN, Y. 1982. Notice explicative de la feuille Poligny à
1/50000, 29 pp. Orléans: Editions du B.R.G.M.

LINCK, O. 1936. Ein Lebensraum von Ceratodus im
Stubensandstein des Strombergs mit Ceratodus rectan-
gulus n. sp. und anderen Arten. Jahreshefte des Vereines
für Vaterländische Naturkunde 92, 45–68.

LUNDBLAD, B. 1954. Contributions to the geological history
of the Hepaticae. Fossil Marchantiales from the
Rhaetic-Liassic coalmines of Skromberga (prov. of
Scania), Sweden. Svensk Botanisk Tidskrift 48,
381–417.

MAISEY, J. G. 1975. The interrelationships of pholacanthous
selachians. Neues Jahrbuch für Geologie und
Paläontologie, Monatshefte 1975(9), 553–67.

MAISEY, J. G. 1977. The fossil selachian fishes Palaeospinax
Egerton 1872 and Nemacanthus Agassiz 1837.
Zoological Journal of the Linnean Society 60, 259–73.

MAISEY, J. G. 1982. Studies on the Paleozoic selachian genus
Ctenacanthus Agassiz. No 2. Bythiacanthus St John and
Worthen, Amelacanthus, new genus, Eunemacanthus St
John and Worthen, Sphenacanthus Agassiz, and
Wodnika Münster. American Museum Novitates 2722,
1–24.

MAISEY, J. G. 1983. Cranial anatomy of Hybodus basanus
Egerton from the Lower Cretaceous of England.
American Museum Novitates 2758, 1–64.

MAISEY, J. G. 1984. Chondrichthyan phylogeny: A look at
the evidence. Journal of Vertebrate Paleontology 4,
359–71.

MAISEY, J. G. 1987. Cranial anatomy of the Lower Jurassic
shark Hybodus reticulatus (Chondrichthyes:
Elasmobranchii), with comments on hybotontid sys-
tematics. American Museum Novitates 2878, 1–39.

PATTERSON, C. 1966. British Wealden sharks. Bulletin of the
British Museum (Natural History), Geology 11(7),
283–350.

RAUSCHER, R., HILLY, J., HANZO, M. & MARCHAL, C. 1995.
Palynologie des couches de passage du Trias supérieur
au Lias dans l’Est du Bassin Parisien. Problèmes de
datation du “Rhétien” de Lorraine. Sciences
Géologiques, Bulletin 48(1–3), 159–85.

RAUSCHER, R, MERZERAUD, G. & SCHULER, M.. 1992.
Biostratigraphie, environnements et cortèges de dépôts
dans le Lias inférieur de Sologne (S.W. du Basin de
Paris). Review of Palaeobotany and Palynology 71, 17–35.

REIF, W. E. 1973. Morphologie und Ultrastruktur des Hai-
“Schwelzes”. Zoologica Scripta, 2, 231–50.

REIF, W. E. 1977. Tooth enameloid as a taxonomic criterion:
1: a new euselachian shark from the Rhaetic–Liassic
boundary. Neues Jahrbuch für Geologie und
Paläontologie, Monatshefte 1977, 565–76.

RIEPPEL, O. 1982. A new genus of shark from the Middle
Triassic of Monte San Giorgio, Switzerland.
Palaeontology 25(2), 399–413.

RIEPPEL, O., KINDLIMANN, R. & BUCHER, H. 1996. A new

A new Upper Triassic neoselachian shark 667



fossil fish fauna from the Middle Triassic (Anisian) 
of North-Western nevada. In Mesozoic fishes –
Systematics and Paleoecology (eds G. Arratia and G.
Viohl), pp. 501–12. München: Verlag Dr. Friedrich
Pfeil.

SCHAUMBERG, G. 1982. Hopleacanthus richelsdorfensis n. g.,
n. sp., ein Euselachier aus dem permischen
Kupferschiefer von Hessen (W-Deutschland).
Paläontologische Zeitschrift 56, 235–57.

SCHULZ, E. 1967. Sporenpaläontologische Untersuchungen
rätoliassischer Schichten im Zentralteil des germanis-
chen Beckens. Paläontologische Abhandlungen B, 2,
543–633.

SCHUURMAN, W. A. L. 1976. Aspects of Late Triassic paly-
nology. 1. On the morphology, taxonomy and strati-
graphical/geographical distribution of the form genus
Ovalipollis. Review of Palaeobotany and Palynology 21,
241–66.

SCHUURMAN, W. A. L. 1977. Aspects of Late Triassic paly-
nology. 2. Palynology of the “Grès et schiste à Avicula
contorta” and “Argiles de Levallois” (Rhaetian) of
northeastern France and southern Luxembourg.
Review of Palaeobotany and Palynology 23, 159–253.

STENSIÖ, E. 1921. Triassic fishes from Spitzbergen, part I.
Vienna, 307 pp.

STENSIÖ, E. 1932. Triassic fishes from East Greenland col-
lected by the Danish expeditions in 1929–1931.
Meddelelser on Grønland 83(3), 1–305.

STORRS, G. W. 1994. Fossil vertebrate faunas of the British
Rhaetian (Latest Triassic). In Vertebrate palaeobiology

(eds M. J. Benton and D. B. Norman), pp. 217–59.
Zoological Journal of the Linnean Society, 112.

SYKES, J. H., CARGILL, J. S. & FRYER, H. G. 1970.
The stratigraphy and palaeontology of the Rhaetic 
beds (Rhaetian: Upper Triassic) of Barnstone,
Nottinghamshire. The Mercian geologist 3(3), 233–64.

THIERGART, F. 1949. Der Stratigraphische Wert mesozois-
cher Pollen und Sporen. Palaeontographica B, 89, 1–34.

THIES, D. 1982. A neoselachian shark tooth from the Lower
Triassic of the Kocaeli (=Bithynian) Peninsula, W
Turkey. Neues Jahrbuch für Geologie und Paläontologie,
Monatshefte 1982(5), 272–8.

THIES, D. 1993. Palaeospinax, Synechodus and/or
Paraorthacodus. Is the problem of palaeospinacid 
genera (Pisces, Neoselachii) solved? Neues Jahrbuch für
Geologie und Paläontologie, Monatshefte 1993(12),
724–32.

THIES D. 1995. Placoid scales (Chondrichthyes:
Elasmobranchii) from the Late Jurassic
(Kimmeridgian) of northern Germany. Journal of
Vertebrate Paleontology 15, 463–81.

TURNER, S. &. YOUNG, G. C. 1987. Shark teeth from the
Early–Middle Devonian Cravens Peak Beds, Georgina
Basin, Queensland. Alcheringa 11, 233–44.

VENKATACHALA, B. S. & GOCZAN, F. 1964. The spore-pollen
flora of the Hungarian “Kössen Facies”. Acta
Geologica 8(1–4), 203–28.

ZANGERL, R. 1981. Chondrichthyes 1. Paleozoic
Elasmobranchii. Handbook of Paleoichthyology, 3A,
Gustav Fischer Verlag, Stuttgart, 115 pp.

668 A new Upper Triassic neoselachian shark


