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ABSTRACT

A species of semionotiform fish, Lepidotes pankowskii sp. nov. is described from
the Cenomanian Kem Kem Beds of south-eastern Morocco, based on two three-
dimensionally well-preserved partial heads. The new species is distinguished by the
presence of suborbitals lying anterior to the orbit. It is most closely similar to other late
Mesozoic tritoral species of Lepidotes. 
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INTRODUCTION

In this paper we describe a new species of
Lepidotes based on two specimens of heads from
the Cenomanian Kem Kem beds of Morocco.
These deposits were presumably laid down in fluvi-
atile conditions and are dated as Cenomanian
(Sereno et al. 1996). Specimens are fragmentary
and usually very robust. Several taxa have been
described from the same beds: Palaeonotopterus
greenwoodi Forey, 1997, Calamopleurus africanus
Forey and Grande, 1998, Oniichthys falipoui Cavin
and Brito, 2001, cf. Mawsonia lavocati
Tabaste,1963 (Cavin and Forey 2004), Cladocy-
clus pankowskii Forey and Cavin 2007, Concavo-

tectum moroccensis Cavin and Forey, 2008, and
Erfoudichthys rosae Pittet et al., 2009.

SYSTEMATIC DESCRIPTION

Subclass NEOPTERYGII Regan, 1923
Order SEMIONOTIFORMES Arambourg and Ber-

tin, 1958 sensu Olsen and McCune, 1991
Family SEMIONOTIDAE Woodward, 1890, sensu 

Wenz, 1999
Genus Lepidotes Agassiz, 1832
Lepidotes pankowskii sp. nov.1

1. The name Lepidotes pankowskii has appeared in Cavin 
(2010). This is a nomen nudum citation and does not alter the 
validlity of name published in the current paper. 
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Diagnosis. Large Lepidotes reaching an estimated
length of 1.6 m (based on body proportions of L.
mantelli) in which the parietal is about half the
length of the frontal; left parietal larger than the
right; frontal-parietal suture interdigitate; three
extrascapulars on either side of midline; orbit diam-
eter small (12% of frontal-parietal midline length);
complex suture between the nasal process of the
premaxilla and the frontal; six circumorbitals with
an additional small diamond-shaped circumorbital;
four anterior infraorbitals; eight suborbitals with
four lying in front of the orbit*; the most anterior
suborbitals articulating with the anterior infraor-
bitals*; skull roof bones devoid of ganoine orna-
ment. Lower jaw joint lying at a vertical level
beneath the anterior edge of the orbit. [Asterisk
denotes possible species autapomorphy.]

Holotype. BMNH P.66856, partial head showing
skull roof, cheek bones, preopercle, interopercle,
part of the opercle and posttemporal, and partial
lower jaw of left side, extrascapular series of right
side, vomer and crushed braincase elements. Kem
Kem Beds, southeastern Morocco (see below,
Locality)

Paratype. BMNH P.64126, skull roof and partial
cheek of left side, vomer. 

Locality. Tafilalt Region, Kem Kem Basin, south of
Taouz (Figure 1). As is usual with specimens from
this region the precise locality and horizon is
unknown. Many specimens were found lying loose
on the surface and detailed stratigraphic work has
not been done. Specimens from the Kem Kem
Beds of Taouz area, southeastern Morocco are
well known. The vertebrate-bearing horizons in this
region occur at the base of an escarpment formed
by Cenomanian-Turonian carbonates. These beds
have been informally divided into an upper marly
unit and lower sandstone unit, recently referred to
the Aoufous and Ifezouans Formations, respec-
tively (Cavin et al. 2010). The specimen described
here clearly comes from the lower sandstone unit
and almost certainly from within the ferruginous
sandstones (Figure 1). These beds have been
dated to the Cenomanian, based on the contained
shark fauna and is thought to represent a deltaic
deposit (Sereno et al. 1996).

Etymology. Species named after Mr. Mark
Pankowski of Rockville, Maryland, who kindly
donated the holotype specimen to The Natural His-
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FIGURE 1. 1. Type locality of †Lepidotes pankowskii sp. nov. The Holotype was not found in situ and the locality
may only be identified as the Taouz area. 2. Section through Kem Kem beds. The holotype and additional skull roof
described here undoubtedly come from the ferruginous sandstone horizon. After Forey and Grande (1998).
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tory Museum, London. We are grateful for his
patronage of palaeontology.

Description. Material described here is preserved
in perfect three dimensions. In order to give the
reader some idea of the robustness and faithful-
ness to life conditions, we give a rotatable laser
image as Figure 2, produced by one of us (NM).

The skull roofing bones conform in shape and
pattern most closely to those in Lepidotes mantelli
and L. maximus. Some of the measurements are
shown in Table 1. As pointed out by Jain (1983, p.
34) some of the measurements of skull roofing
bones are difficult because of extreme asymmetry
between ipsilateral partners as well as the irregu-
larity of suture lines. The midline suture length
(frontals and parietals combined in P.64126 (the
larger of the two specimens) is 235 mm. Assuming
the proportions of the entire fish to be comparable
with L. mantelli then this skull comes from a fish of
about 1.6 m total length. The holotype would have
been slightly smaller.

The frontals meet one another through an
almost straight mutual suture (Figure 3) as in L.
mantelli but unlike L. semiserratus where it is
decidedly sinuous. The suture between frontal and
parietal is interdigitating and that with the der-
mopterotic is sinuous. The frontal is about twice as
long as the larger of the parietals and the maximum
width of the frontal is at the level of the dermosphe-
notic. Anteriorly the frontal is sutured to the pre-
maxilla through a complex interdigitating suture
such that the two bones are firmly anchored
together. A band of tiny pores runs parallel and
close to the lateral margin of the frontal marking
the path of the supraorbital sensory canal.

The parietals are asymmetrical (a common
feature in Lepidotes species). In the two speci-
mens described here the left parietal is approxi-
mately 110 percent larger than the right in area. As
Jain (1983) noted in species of Lepidotes, it is
usual that in the majority of individuals of any one
species either the right or left element is larger, but
that there may be in a few individuals showing

FIGURE 2. A virtual model of Lepidotes pankowskii sp.nov. BMNH P.66856 [Holotype]. This model was made using
a Konica-Minolta Vivid 910™ laser scanner equipped with a custom-built rotating turntable. In order to preserve as
much morphological detail as possible, no attempt has been made to fill small holes in the scan or optimise the
model meshes. 1. Virtual model with texture-mapped digital image of the actual specimen. This representation pro-
vides the best portrayal of the specimen including smudges, stains and other irregularities too fine to be represented
as part of the scanned surface texture. 2. False-color mesh filled model showing maximum surface detail. Both files
are written in the *.icf format, which can be read by the PC version of Microsoft’s Internet Explorer. The scan is also
available in DXF, STL and WRL formats online which can also be used to view the scan using third-party software. 
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TABLE 1. Some measurements of holotype and paratype of Lepidotes pankowskii sp. nov. MS, midline suture length;
MFS, mutual frontal suture length; FW, maximum frontal width; FL, maximum frontal length; LPL, maximum length left
parietal; RPL; maximum length right parietal; OD, maximum diameter of orbit; FW/FL, ration between the maximum
frontal width and the maximum frontal length; PL/MFS, ratio between the maximum parietal length and the mutual fron-
tal suture length; OD/MS, ratio between the maximum diameter of orbit and the midline suture length. Measurements
are expressed in mm and ratios as percentages.

MS MFS FW FL LPL RPL OD FW/FL PL/MFS OD/MS

BMNH 
P.66856

204 147 52 158 66 59 26 33% 45% 12%

BMNH 
P.64126

235 160 60 178 85 72 27 34% 53% 11,5%
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opposite size relationships. Of course, with only
two individuals we cannot be certain if this species
favours larger left parietals.

The dermopterotic reaches forward to an end
level with the maximum forward extent of the pari-
etal. Because the left parietal is larger than the
right, there is a compensation in the dermopterotics
sizes such that the right is slightly wider than the
left. Many tiny pores run in a line close to the lateral
edge of the dermopterotic marking the path of the
otic sensory canal.

All of the roofing bones show an ornament
pattern of low vermiculating ridges. Ganoine
appears to be absent from all skull bones. The
absence of ganoine is unlike other species of Lepi-
dotes. Most Jurassic species of the genus have an
extensive covering of ganoine on the skull bones.
Cretaceous species tend to have ganoine covering
restricted to isolated tubercles on the roofing and
cheek bones. In the species described here even
that restricted ornament appears to be absent. We
should add that weathering may have removed all
traces; therefore we are cautious in claiming that
this species is totally devoid of ganoine ornament. 

There are three extrascapulars on either side
of the midline (only those of the right side are pre-
seved in the holotype). The medial and lateralmost
are both larger than the middle of the series, and in
BMNH P.64126 the medial is larger than the lat-
eralmost (in the holotype the medial is broken so
the relative size is unknown). The medial extras-
capular is sutured to the parietal, the lateralmost
with the dermopterotic while the middle element
sutures with both the parietal and the der-
mopterotic.

In both specimens the dorsal tip of the post-
temporal can be seen to project beneath the mid-
dle member of the extrascapular series and in
BMNH P.64126 can be seen to reach the medial
extrascapular.

In BMNH P.64126 there are fragments of a
median scale plus the first of the lateral scales. 

At the anterior end of the skull parts of the pre-
maxillae can be seen in both specimens, but they
are much better preserved in the holotype. Here
they are extremely large and stout (Figure 4). The
anterior part of the premaxilla is broad and much
thickened. Although the anterior edge is broken,
the root canals for about 10 teeth in each premax-
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FIGURE 3. Lepidotes pankowskii sp.nov. BMNH P.66856 [Holotype] skull in dorsal view with interpretive drawing.
Abbreviations: ant.Inf, anterior infraorbital; Ao, antorbital; Dpt, dermopterotic; Dsph, dermosphenotic; Exsc, extras-
capular; f.olf, foramen for olfactory nerve; Fr, frontal; Na, nasal; Pa, parietal; Pmx, premaxilla; Ptt, posttemporal; So,
supraorbital; Sob, suborbital.
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FIGURE 4. Lepidotes pankowskii sp.nov. BMNH P.66856 [Holotype] skull in left lateral view with interpretive drawing.
Abbreviations: Ang, angular; ant.Inf, anterior infraorbital; Ao, antorbital; Den, dentary; Dpt, dermopterotic; Dsph, der-
mosphenotic; Exsc, extrascapular; f.olf, foramen for olfactory nerve; Fr, frontal; Inf, infraorbital; Iop, interopercle; Pop,
preopercle; Op, opercle; Pa, parietal; Pmx, premaxilla; Ptt, posttemporal; So, supraorbital; Sob, suborbital; Sop, subo-
percle.
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illa can be seen. The nasal process is broad and
long, and the dorsal surface of the posterior end of
the process is tightly united by an interdigitating
suture to the underside of the frontal such that this
joint is immoveable. An interdigitating suture is
characteristic of Lepidotes (although this feature is
also seen in other holosteans). The nasal process
is perforated by the large olfactory foramen. The
premaxillae of either side remain separate.

Remains of the right nasal can be seen in the
holotype where it lies in situ. It is small and irregu-
lar in shape although the true shape is unknown
because the anterolateral edge is broken. A line of
pores crosses the nasal indicating the path of the
supraorbital canal.

The circumorbital and cheek bones are best
preserved on the left side of the holotype (Figure
4). There is close agreement with the pattern of the
remaining bones seen in BMNH P.64126. The orbit
is very small compared with the length of the head,
the maximum diameter being equal to about 12
percent mid-suture length of the skull roof. It
appears to be considerably larger in most other
species of Lepidotes examined here (e.g., in L.
semiserratus this ratio is 30% while in L. mantelli it
is 25%), except for L. roxoi (see Gallo and Brito
2004, figure 3) and probably L. latifrons (see recon-
struction of the skull in Jain and Robinson 1963,
figure 1). 

There are eight bones bordering the orbit. The
two above the orbit are usually designated as
supraorbitals, a large element at the posterodorsal
position can be called the dermosphenotic since it
carries the infraorbital sensory canal onto the roof
where it presumably joins with the otic sensory
canal, and five further elements border the poste-
rior and anterior margins of the orbit. The two circu-
morbitals lying behind the eye are each
equidimensional; those beneath the eye are
deeper than wide. The supraorbitals and the der-
mosphenotic are sutured with the skull roofing
bones. The elements behind and beneath the eye
are marked with a prominent ridge along the orbital
margin. This ridge may suggest the path of the
main lateral line canal but it should be pointed out
that there is a series of tiny pores scattered close
to the distal margin of these bones that may mark
the surface exits of the infraorbital sensory canal.

Lying in front of the circumorbital series there
are five more bones in the holotype, and these rep-
resent the anterior infraorbital and antorbital series
(terminology of López-Arbarello and Sferco in
press). In BMNH P.64126 only the most posterior
of these is preserved. There are four anterior

infraorbitals, two of them lie against the lateral
edge of the frontal such that there is no gap
between the skull roof and the anterior infraorbital
series (cf., new semionotiform from Germany
López-Arbarello and Sferco in press). The next
anterior infraorbital is a small triangular bone while
the anteriormost is a curved element that lies
above the nasal process of the premaxilla and is
usually called the antorbital. Pores, presumably
related to the infraorbital sensory canal, can be
seen in all of the infraorbitals. They are most prom-
inent in the anteriormost element as a line of
closely spaced pores lying near the lateral edge of
the antorbital.

Between the dermosphenotic and the circu-
morbital behind the eye there is a tiny diamond-
shaped bone that must be considered as part of
the circumorbital series. It is found in both speci-
mens where it is similarly developed and must be
considered as a characteristic for the species.

There is a series of eight suborbitals, seven of
which are sutured to the bones of the infraorbital
and antorbital series. At least three lie in front of
the vertical level beneath the anterior margin of the
orbit. The three most anterior suborbitals sutured
with the four anterior infraorbitals, which is a
unique feature among semionotiforms. The most
posterior of the suborbitals is sutured to the dermo-
sphenotic and the dermopterotic. A small subor-
bital lies at the posteroventral extent of the cheek
series but it fails to reach the circumorbital series.

Parts of the opercular bones are preserved on
the left side of the holotype. The preopercle is
prominent. It has an elongate vertical limb meeting
a horizontal limb through an angle of about 120o.
The horizontal limb reaches forward to the level of
the jaw articulation. Scattered pores mark the path
of the preopercular sensory canal.

The interopercle is deep and appears tightly
sutured to the whole horizontal limb of the preoper-
cle. Behind this level parts of the subopercle and
opercle can be seen, and all appear closely
sutured to one another. The ascending process of
the subopercle is broad, as is the case in Lepidotes
maximus or L. laevis (contrary to L. mantelli or new
semionotiform from Germany, López-Arbarello and
Sferco in press).

A small part of the left lower jaw is preserved
in the holotype but little useful information can be
gleaned except that the jaw joint is located at a ver-
tical level beneath the anterior margin of the orbit.
The angular is deep and shows a complex sinusoi-
dal suture with the dentary (the anterior part of
which is missing, so it is not possible to see the
6
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depth of the symphysis – a feature of some impor-
tance in distinguishing some Lepidotes species
from others). Many small pores mark the path of
the mandibular sensory canal running close to the
ventral edge of the jaw.

COMPARISONS AND DISCUSSION

The species described here is referred to the
genus Lepidotes based on the following combina-
tion of characters that can be seen in the speci-
mens: asymmetircal parietals; more than two
anterior infraorbitals; a series of more than two
suborbitals extending ventral to the orbit; close
overlap between the opercle, interopercle, subo-
percle and propercle. Although all these features
are present in the type species Lepidotes elvensis,
none of these characters alone is unique to Lepi-
dotes species, and indeed the genus is in urgent
need of revision.

There are well over 150 nominal species
described from deposits ranging from the Rhaetic
through Cenomanian. Almost any large Mesozoic
fish showing thick rhomboid scales, thick skull
bones and robust grasping and crushing teeth runs
the risk of being identified as a species of Lepidotes.
Many of these nominal species are based on very
fragmentary material, poorly construed and must
be considered as nomina dubia. Others are differ-
ent parts of the same species, and some have
been associated (see Woodward 1895). Yet others
have been given specific names simply because of
their geographic or stratigraphic locations. Clearly
this situation only emphasises the need for a com-
prehensive review that must also include species
referred to the genus Semionotus (another com-
mon species-rich taxon often confused with Lepi-
dotes). An added dimension to this taxonomic
uncertainty is the fact that the type species of the
genus is Lepidotes elvensis (Blainville 1818) from
the Lower Jurassic of Germany, France and Eng-
land. This form differs considerably from many
Upper Jurassic and Cretaceous species referred to
the genus in the pattern of skull roof bones, num-
bers of extrascapulars, cheek bones, dentition and
depth of mandibular symphysis (see Jain and Rob-
inson 1963, Jain 1983). It is very likely therefore
that many of the later species, including the taxon
described here, will have to be referred to new
genera. However, since this cannot be decided
until much more revisionary work has been com-
pleted we keep this taxon in the genus, preferring
this action to creating additional names that may
not be justified.

Despite the taxonomic uncertainty regarding
the limits of the genus the taxon described here
resembles strongly some of the Upper Jurassic
and Lower Cretaceous species that show strongly
tritoral dentitions such as the Upper Jurassic L. lae-
vis Agassiz ,1837, L. toombsi Jain and Robinson,
1963, L. maximus Wagner, 1863, L. decoratus
Wagner, 1863, or Lower Cretaceous L. degenhardti
Branco, 1885, L. mantelli Agassiz, 1833, and L.
souzai Woodward, 1908. 

A tritoral dentition was recognised by Jain
(1983) with the following characteristics: 1, co-ossi-
fied vomers; 2, long tooth-bearing area on vomer;
3, coronoids thick with large tooth-bearing areas; 4,
deep jaw symphysis; 5, inner teeth short (i.e., not
pedicillate) with low convex or flat surfaces. Lepi-
dotes pankowskii shows characteristics 1, 2 and 5
(Figure 5). The jaw symphysis is unknown in this
species. The coronoids are also unknown but it is
possible to speculate that, if found, they would
bear a large tooth-bearing area because the
opposing dentition upon the dermopalatine shows
teeth arranged in at least six longitudinal rows. 

Among these tritoral species the cheekbone
series varies, Jain (1983) noted that within the Lep-
idotes species that he considered (usually the bet-
ter known Jurassic and Cretaceous species) there
is a group containing species in which there are 2 –
6 suborbitals (Jain 1983 named these bones
cheekplates) arranged in a single row. This is in
contrast to a group containing species with 8 – 10
suborbitals (= cheekplates of Jain 1983). Lepidotes
pankowskii falls into this latter group with at least
eight suborbitals. 

Jain further recognised that among those spe-
cies with the higher number of suborbitals some
had the bones arranged in a single row (e.g., L.
mantelli) while others had a mosaic of bones (e.g.,
L. souzai), rather similar to Pliodetes nigeriensis
Wenz, 1999. Lepidotes pankowskii complies most
closely with those of the first group with the excep-
tion that there is one suborbital wedged between
the distal ends of two suborbitals. A similar pattern
is shown by Lepidotes maximus (Jain 1985: plate
2, figures A, B). Figure 6 illustrates the cheek of L.
pankowskii alongside examples of two other tritoral
species recognised by Jain and Robinson (1963).

In all species studied so far, the suborbital
series extends as far forward as the anterior level
of the orbit. Lepidotes pankowskii differs in that this
series extends well anterior to this level such that
the anteriormost suborbital reaches close to the
ethmoid region. Furthermore, the most anterior
suborbitals in L. pankowskii are peculiarly sutured
7



FOREY, LÓPEZ-ARBARELLO, & MACLEOD: NEW LEPIDOTES FROM MOROCCO
to the anterior infraorbitals. This feature is unique
among the species of Lepidotes and among semi-
onotiforms in general.

Another feature noted by Jain (1983) and
Woodward (1895) is the increase in the numbers of
extrascapulars in later occuring species. Most of
the non-tritoral species show a single pair of
extrascapulars (e.g., L. semiserratus Agassiz,
1837, L. deccanensis Sykes1851) while the tritoral
species tend to show more (L. maximus – four
pairs, L. mantelli – three or four pairs L. souzai –
three pairs). Lepidotes pankowskii shows three
pairs.

A final observation noted by both Woodward
(1895) and Jain (1983) is the fact that in later spe-
cies the orbit decreases in relative size. The orbit
of Lepidotes pankowskii is particularly small and
may result in the apparent increased preorbital
length and, perhaps the high number of anterior
infraorbitals characteristic of this species.

In sum L. pankowskii appears most closely
similar to tritoral species such as L. mantelli and L.
maximus in the dentition, disposition of the cheek
plates and the number of extrascapulars. It
remains distinct in the high number of anterior

infraorbtials, the anterior extent and relationships
of the suborbitals, and the small size of the orbit. 

The order Semionotiformes sensu Olsen and
McCune (1991) is a monophyletic group including
the lepisosteids, macrosemiids and semionotids.
The monophyly of the Lepisosteidae and the Mac-
rosemiidae are widely accepted, but the semion-
otids most probably represent a non-monophyletic
assemblage including all semionotiforms that can-
not be referred to one of the two monophyletic fam-
ilies (see López-Arbarello and Sferco (in press) for
a brief historical overview). Nonetheless, the
record of semionotid fishes in Africa is patchy and
intriguing (López-Arbarello 2004, López-Arbarello
et al. 2008). 

The oldest record in this continent is Semion-
otus capensis in the Early Jurassic Clarens Forma-
tion of South Africa (Woodward 1888), followed by
Lepidotes congolensis in the Middle Jurassic Stan-
leyville Beds of the Lualaba Series in the Demo-
cratic Republic of Congo (Hussakof 1917, Saint-
Seine 1955) and Lepidotes tendaguruensis in the
Late Jurassic Upper Saurian Beds of Tendaguru
(Arratia and Schultze 1999). With the exception of
S. capensis, which is represented by numerous,
relatively complete and rather well-preserved spec-

midline

vomer

left
dermopalatine

50 mm

FIGURE 5. Lepidotes pankowskii sp.nov. BMNH P.66856 [Holotytpe]. Ventral view of snout region to show vomerine
and dermopalatine dentition.
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imens, the other two species are only known from
disarticulated bones or only a few and incomplete
specimens respectively. Scales or teeth of Lepi-
dotes have been reported from the Late Triassic-
Early Jurassic Adigrat Sandstones, the Middle to
early Late Jurassic Tiouraren Formation in Niger,
and the Late Jurassic Mugher Mudstone Formation

in Ethiopia (Moody and Sutcliffe 1991, Goodwin et
al. 1999, Murray 2000, Rauhut and López-
Arbarello 2009). Similarly, several isolated scales
or teeth of Lepidotes have been mentioned
throughout the Cretaceous (e.g., in the Albian
Cocobeach Series of Gabon, the Albian Loia Beds
and Albian to Early Cenomanian Bokungo Beds in

L. pankowskii

L. maximus

L. mantelli

FIGURE 6. Comparison of cheekbone patterns in three tritoral species of Lepidotes. Lepidotes maximus based on
Jain (1985), L. mantelli based on Woodward (1916). See text for discussion. 
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the Democratic Republic of Congo, and the Hama
Koussou Basin of Cameroon; more detailed infor-
mation in Murray 2000), but articulated remains are
very rare. Apart from Lepidotes pankowskii n. sp.
described herein, complete and well-preserved
specimens previously identified in Lepidotes and
currently recognized as a different taxon, Pliodetes
nigeriensis, are known from the Aptian of Gadoufa-
oua in Niger (Wenz 1999). Additional complete and
well-preserved material identified as Lepidotes
manni of probably Early Cretaceous age is
reported from the Babouri-Figuil Basin in Camer-
oon, but this species is poorly understood and cur-
rently under study (Olga Otero, personal commun.
2010). 

Therefore, the only well-preserved material of
semionotids is sparsely recorded from the Early
Jurassic to the Cenomanian and represents quite
different taxa. Even the species of Lepidotes, L.
tendaguruensis and L. pankowskii are probably not
closely related. Lepidotes tendaguruensis is strik-
ingly similar to L. minor (ALA personal observa-
tions) from the Purbeck of England, which
resembles Semionotus in several features
(McCune 1986). As previously discussed, L.
pankowskii is most probably closely related to the
large tritoral forms known from the Late Jurassic
and Early Cretaceous of central Europe.

Lepidotes pankowskii furthermore represents
the youngest confident record of a semionotid
globally. Other Cenomanian or younger fossils
identified in Lepidotes or simply referred to as
semionotids consist of isolated bones or, more fre-
quently scales or teeth. Although at least some of
these fossils might actually represent semionotids,
many of them might turn out to be lepisosteids after
thorough revision.

ACKNOWLEDGMENTS

We would like to thank Regina Ellenbracht
(formerly of the Palaeontology Conservation Unit,
The Natural History Museum, London) for prepara-
tion of both specimens described here. We would
also like to thank Phil Crabb (Photographic Unit,
The Natural History Museum, London) for taking
photographs of the specimens. This article is a
contribution to Projects DFG LO 1405/1-1 to 1-3.

REFERENCES

Agassiz, J.L.R. 1832. Untersuchungen über die fossilen
Fische der Lias-Formation. Neues Jahrbuch für Min-
eralogie, Geologie und Palaeontologie, 1832:139-
149.

Agassiz, J.L.R. 1833 -1844. Recherches sur les Pois-
sons Fossiles. Petitpierre, Neuchâtel. 

Arambourg, C. and Bertin, L. 1958. On the fossil fishes
found by Mr. Gardner in the Province of Ceara, in the
North of Brazil. Edinburgh New Philosophical Jour-
nal, 30:82–84.

Arratia, G. and Schultze, H.-P. 1999. Semionotiform fish
from the Upper Jurassic of Tendaguru (Tanzania).
Mitteilungen aus dem Museum für Naturkunde zu
Berlin, Geowissenschaftliche Reihe, 2:135-153.

Branco, W. 1885. Über eine neue Lepidotus - Art aus
dem Wealden. Jahrbuch der Königlich Preussischen
geologischen Landesanstalt, 1884:181-200.

Cavin, L. 2010. Diversity of Mesozoic semionotiform
fishes and the origin of gars (Lepisosteidae). Natur-
wissenschaften, DOI 10.1007/s0114-610-6722-7, 8th
October.

Cavin, L. and Brito, P.M. 2001. A new Lepisosteidae
(Actinopterygii, Ginglymodi) from the Cretaceous of
the Kem Kem Beds, southern Morocco. Bulletin de la
Société Géologique de France, 172:661-670

Cavin, L. and Forey, P.L. 2004. New Mawsoniid coela-
canth (Sarcopterygii: Actinistia) remains from the
Cretaceous Kem Kem Beds, Southern Morocco, p.
493-506. In Arratia, G. and Tintori, A. (eds.), Meso-
zoic fishes III: Systematics, paleoenvironments, and
biodiversity. Dr. Friedrich Pfeil, München.

Cavin, L. and Forey, P.L. 2008. A new tselfatiiform
teleost from the Upper Cretaceous (Cenomanian) of
the Kem Kem beds, Southern Morocco, p. 199-216.
In Arratia, G., Schultze, H.-P., and Wilson, M.V.H.
(eds.), Mesozoic fishes 4 - Homology and Phylogeny.
Dr. Friedrich Pfeil, München.

Cavin, L., Tong, H., Boudad, L., Meister, C., Piuz, A.,
Tabouelle, J., Aarab, M., Amiot, R., Buffetaut, E.,
Dyke, G., Hua, S., and Le Loeuff, J. 2010. Vertebrate
assemblages from the early Late Cretaceous of
southeastern Morocco: An overview. Journal of Afri-
can Earth Sciences, 57:391-412.

de Blainville, H. 1818. Sur les ichthyolites ou les pois-
sons fossiles. Nouveau Dictionnaire d'Histoire
Naturelle, appliquée aux arts, à l'économie rurale et
domestique, à la Médicine, 27:310-395.

Forey, P.L. 1997. A Cretaceous notopterid (Pisces:
Osteoglossomorpha) from Morocco. South African
Journal of Science, 93:564-569.

Forey, P.L. and Cavin, L. 2007. A new species of Clado-
cyclus (Teleostei: Ichthyodectiformes) from the
Cenomanian of Morocco. Palaeontologia Electron-
ica, 10.3.12A:10p, 1,1 MB http://palaeo-electron-
ica.org/2007_3/133/index.html 

Forey, P.L. and Grande, L. 1998. An African twin to the
Brazilian Calamopleurus (Actinopterygii: Amiidae).
Zoological Journal of the Linnean Society of London,
123:179-195.
10



PALAEO-ELECTRONICA.ORG
Gallo, V. and P.M. Brito. 2004. An overview of Brazilian
semionotids. p. 253-264 in Arratia, G. and Tintori, A.
(eds.), Mesozoic Fishes 3—Systematics, Paleoenvi-
ronments and Biodiversity. Verlag Dr. Friedrich Pfeil,
München. 

Goodwin, M.B., Clemens, W.A., Hutchinson, J.H., Wood,
C.B., Zavada, M.S., Kemp, A., Duffin, C.J., and
Schaff, C.R. 1999. Mesozoic continental vertebrates
with associated palynostratigraphic dates from the
northwestern Ethiopian Plateau. Journal of Verte-
brate Paleontology, 19:728-741.

Hussakof, L. 1917. Fossil fishes collected by the Ameri-
can Museum Congo Expedition. Bulletin of the Amer-
ican Museum of Natural History, 37:761-767.

Jain, S.J. 1983. A review of the genus Lepidotes (Acti-
nopterygii: Semionotiformes): with special reference
to the species from the Kota Formation (Lower Juras-
sic), India. Journal of the Palaeontological Society of
India, 28:7-42.

Jain, S.J. 1985. Some new observations on Lepidotes
maximus (Holostei: Semionotiformes) from the Ger-
man Upper Jurassic. Journal of the Palaeontological
Society of India, 30:18-25

Jain, S.J. and Robinson, P.L. 1963. Some new speci-
mens of the fossil fish Lepidotes from the English
Upper Jurassic. Proceedings of the Zoological Soci-
ety of London, 141:119-135.

López-Arbarello, A. 2004. The record of Mesozoic fishes
from Gondwana (excluding India and Madagascar),
p. 597-624. In Arratia, G. and Tintori, A. (eds.), Meso-
zoic Fishes 3 - Systematics, Paleoenvironments and
Biodiversity. Dr. Friedrich Pfeil, München. 

López-Arbarello, A. and Sferco, E. in press. New semi-
onotiform (Actinopterygii: Neopterygii) from the Late
Jurassic of southern Germany. Journal of Systematic
Palaeontology.

López-Arbarello, A., Rauhut, O.W.M., and Moser, K.
2008. Jurassic fishes of Gondwana. Revista de la
Asociación Geológica Argentina, 63:586-612. 

McCune, A.R. 1986. A revision of Semionotus (Pisces:
Semionotidae) from the Triassic and Jurassic of
Europe. Palaeontology, 29:213-233.

Moody, R.T.J. and Sutcliffe, P.J.C. 1991. The Cretaceous
deposits of the Iullemmeden Basin of Niger, central
West Africa. Cretaceous Research, 12:137-157.

Murray, A.M. 2000. The Palaeozoic, Mesozoic and Early
Cenozoic fishes of Africa. Fish and Fisheries, 1:111-
145.

Olsen, P.E. and McCune, A.R. 1991. Morphology of the
Semionotus elegans species group from the early
Jurassic part of the Newark Supergroup of eastern
North America with comments on the family Semion-
otidae (Neopterygii). Journal of Vertebrate Paleontol-
ogy, 11:269-292.

Pittet, F., Cavin, L., and Poyato-Ariza, F.J. 2009. A new
ostariophysan fish from the early late Cretaceous
(Cenomanian) of SE Morocco, with a discussion of
its phylogenetic relationships, p. 332-335. In Grande,
T. (ed.), A comprehensive review of gonorynchiforms
and of ostariophysan relationships. Science Publish-
ers Inc.

Rauhut, O.W.M. and López-Arbarello, A. 2009. Consid-
erations on the age of the Tiouaren Formation (Iul-
lemmeden Basin, Niger, Africa): Implications for
Gondwanan Mesozoic terrestrial vertebrate faunas.
Palaeogeography, Palaeoclimatology, Palaeoecol-
ogy, 271:259-267 (doi:10.1016/
j.palaeo.2008.10.019).

Regan, C.T. 1923. The skeleton of Lepidosteus, with
remarks on the origin and evolution of the lower
neopterygian fishes. Proceedings of the Zoological
Society of London, 1923:445-461.

Saint-Seine, P. (de) 1955. Poissons fossiles de l'étage
de Stanleyville (Congo belge). Premiere Partie: La
Faune des argilites et schistes bitumineux. Annales
du Musée Royal du Congo Belge Tervuren (Bel-
gique), Série in-8°, Sciences géologiques, 14:1-126.

Sereno, P.C., Dutheil, D.B., Larochene, M., Larsson,
H.C.E., Lyon, G.H., Magwene, P.M., Sidor, C.A., Var-
ricchio, D.J., and Wilson, J.A. 1996. Predatory dino-
saurs from the Sahara and late Cretaceous faunal
differentiation. Science, 272:986-991.

Sykes, C.H. 1851. On a fossil fish from the table-land of
the deccan, in the Peninsula of India. Quarterly Jour-
nal of Geological Society of London, 7:272-273.

Tabaste, N. 1963. Etude des restes de poissons du Cré-
tacé saharien. Mémoires de l'Institut Français
d'Afrique Noire, IfanDakar, 68:437485.

Wagner, A. 1863. Monographie der fossilen Fische aus
den lithographischen Schiefern Bayern's. 2. Abhand-
lungen der Königlich der Bayerischen Akademie der
Wissenschaften, München, 9:611-748

Wenz, S. 1999. Pliodetes nigeriensis, gen. nov. et sp.
nov., a new semiontid fish from the Lower Creta-
ceous of Gadoufaoua (Niger Republic): phylogenetic
comments, p. 107-120. In Arratia, G. and Schultze,
H.-P. (eds.), Mesozoic fishes – 2, Systematics and
the fossil record. Dr. Friedrich Pfeil, München.

Woodward, A.S. 1888. On two new lepidotoid ganoids
from the Early Mesozoic deposits of Orange Free
State, South Africa. Quarterly Journal of the Geologi-
cal Society, 44:138-143.

Woodward, A.S. 1890. The fossils fishes of the Hawkes-
bury Series at Gosford. Memoires of the Geological
Survey of New South Wales (Palaeontological
Series), 4:1-56.

Woodward, A.S. 1895. Catalogue of the Fossil Fishes in
the British Museum (Natural History). Part 3. British
Museum (Natural History), London.

Woodward, A.S. 1908. On some fossil fishes discovered
by Prof. Ennes de Souza in the Cretaceus formations
at Ilhéos (State of Bahia), Brazil. Quarterly Journal of
Geological Society of London, 64:358-362.
11



FOREY, LÓPEZ-ARBARELLO, & MACLEOD: NEW LEPIDOTES FROM MOROCCO
Woodward, A.S. 1916. The fossil fishes of the English
Wealden and Purbeck formations. Part 1. London,
Palaeontographical Society, Monographs.
12


	A New Species of Lepidotes (Actinopterygii: Semiontiformes) from the Cenomanian (Upper Cretaceous) of Morocco
	Peter L. Forey, Adriana López-Arbarello, and Norman MacLeod
	Introduction
	Systematic description
	Comparisons and discussion
	Acknowledgments
	REFERENCES



<<
  /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 /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /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 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /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 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /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 ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /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 <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /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 <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /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.)
  >>
  /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 [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


