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Abstract: Pleurodira represent one of the two clades that compose the crown Testudines, and their
temporal range is Late Jurassic–present. However, knowledge about the neuroanatomy of extinct
pleurodires is still very limited. In this context, scarce neuroanatomical information about the
Cretaceous clade Euraxemydidae is currently available, limited to some characters of the Moroccan
Cenomanian Dirqadim schaefferi. In the present work, we perform the detailed neuroanatomical
study of its sister taxon, the Brazilian Albian Euraxemys essweini, based on the analysis of the skull
of its holotype and only known individual of the species. The detailed virtual three-dimensional
reconstruction of all its cranial bones is performed, also improving the information about its osseous
anatomy. The different neuroanatomical cavities (i.e., cranial, nasal, and labyrinthic ones) and canals
(i.e., nervous and circulatory ones) are compared with those identified thus far for other extinct and
extant members of the Pleurodira in order to characterize the neuroanatomy of the extinct clade
Euraxemydidae in detail.

Keywords: Pleurodira; Euraxemydidae; neuroanatomy; computed tomography; South America

1. Introduction

Pleurodira represent one of the lineages that compose the clade Testudines. Pan-
pleurodiran turtles date to the Late Jurassic period and continue to be part of the current
biodiversity [1–5]. Although they are currently restricted to the southern hemisphere,
numerous pleurodiran lineages are identified in the fossil record of several Laurasian con-
tinents, showing great success in both abundance and diversity (e.g., [6–9]). The greatest
diversity of the Pleurodira is recognized for the fossil record of both South America and
Africa (e.g., [10–13]). In this sense, lineages exclusive to these continents, along with others
which also inhabited Laurasia, are thus identified. In this context, Euraxemydidae is exclu-
sively identified by two representatives: Euraxemys essweini Gaffney, Tong, and Meylan,
2006 [14] from the Albian (Santana Formation) of Brazil; and Dirqadim schaefferi Gaffney,
Tong, and Meylan, 2006 [14] from the Cenomanian (Kem Kem Group) of Morocco. Dirqadim
schaefferi was described from a nearly complete skull (its holotype) and an additional
partial skull [14]. Euraxemys essweini is only known through an individual, corresponding
to a nearly complete skeleton, including its almost-complete skull [14,15]. Gaffney and
Meylan [15] presented an undefined new form from the Albian of the Santana Forma-
tion (subsequently proposed as the holotype of Euraxemys essweini by Gaffney et al. [14]),
being positioned in an undefined position within Pelomedusoides. Several years later,
Meylan [16] indicated that it was probably closely related to Araripemys barretoi (Price,
1973 [17]). Gaffney et al. [14] attributed this specimen to a new genus and species, Eu-
raxemys essweini, included in a new lineage of Pelomedusoides, together with Dirqadim
schaefferi: Euraxemydidae.

Knowledge about the neuroanatomy in Testudinata has increased remarkably in recent
years thanks to the studies based on the CT methodology [18]. In addition to the analysis
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of stem turtles (i.e., members of Testudinata not belonging to Testudines) [19–24] and extinct
cryptodires [25,26], some extinct members of the Pleurodira have also been analyzed [12,27–30].
Many of these recent works also include information about extant cryptodiran or pleurodian
representatives, with the aim of improving the comparative framework on the shape of
some neuroanatomical structures, such as the otic region or the cranial cavity, in order to
analyze adaptive implications (e.g., [21,31–33]). In addition, some studies are focused on
the characterization of specific cranial structures, analyzing both their variation in different
groups and their taxonomic significance [34,35]. Despite the remarkable increase in knowledge
about the neuroanatomy in extinct taxa or lineages of Pleurodira (mainly belonging to the
crown Podocnemidoidea), current information about the neuroanatomy of the euraxemydids
is very scarce. Only the superficial three-dimensional model of the skull, that of the virtually
isolated basisphenoid, and few neuroanatomical structures (i.e., the partial facial nerve canals,
the right canalis cavernosus, the right canalis stapedio-temporalis, and the carotid canals) of
Dirqadim schaefferi have been reconstructed (see Supplementary 3D models in [27]). In this
context, the objective of this paper is to provide the first complete virtual three-dimensional
neuroanatomical reconstruction and description of a representative of Euraxemydidae. It is
based on the study of Euraxemys essweini. In addition, virtual three-dimensional reconstructions
of its complete skull and of each cranial bone are performed, with new characters being
recognized for this taxon but also for the first time in Euraxemydidae.

Institutional abbreviations: FR, Forschungsinstitut Senckenberg, Frankfurt (Germany).
Anatomical abbreviations: asc, anterior semicircular canal; bo, basioccipital; bs, ba-

sisphenoid; cas, canalis alveolaris superior; cc, crus communis; ccb, canalis caroticus ba-
sisphenoidalis; ccv, canalis cavernosus; cer, cerebral hemispheres; cl, cavum labyrinthicum;
cnv, canalis nervus vidianus; col, columella auris; cp, clinoid process; cprv, canalis pro ramo
nervi vidiani; cr, cartilaginous ridge; cst, canalis stapedio-temporalis; ct, cavum tympani; eo,
exoccipital; faca, foramen anterius canalis nervi abducentis; faccb, foramen anterius canalis
carotici basisphenoidalis; faf, fossa acustico-facialis; feng, foramen externum nervi glos-
sopharyngei; fja, foramen jugulare anterius; fjp, foramen jugulare posterius; fnh, foramen
nervi hypoglossi; fnt, foramen nervi trigemini; fnv, foramen nervi vidiani; fpca, foramen
posterius canalis nervi abducentis; fpcci, foramen posterius canalis carotici interni; fper,
fenestra perilymphatica; fpp, foramen palatinum posterius; fpr, foramen praepalatinum;
fr, frontal; fst, foramen stapedio-temporale; gg, geniculate ganglion; hyo, hyomandibular
branch of the facial nerve; ica, incisura columellae auris; IX, glossopharyngeal nerve; ju,
jugal; lsc, lateral semicircular canal; med, medulla oblongata; mx, maxilla; nas, nasal cavity;
npd, nasopharyngeal duct; olfd, olfactory duct; op, opisthotic; pa, parietal; pal, palatine; pf,
prefrontal; pif, processus interfenestralis of the opisthotic; pit, pituitary fossa; pitg, pituitary
gland; pm, premaxilla; po, postorbital; pr, prootic; psc, posterior semicircular canal; pt,
pterygoid; ptp, processus trochlearis pterygoidei; qj, quadratojugal; qu, quadrate; scv,
sulcus cavernosus; spp, sulcus palatinopterygoideus; sq, squamosal; so, supraoccipital; sot,
septum orbitotemporale; V, trigeminal nerve; VI, abducens nerve; VIII, vestibulocochlear
nerve; vo, vomer; vpe, ventral process of the exoccipital; X-XI, vagus and accessory nerves;
XII, hypoglossal nerve.

2. Materials and Methods

The skull of the holotype and only known specimen of Euraxemys essweini, FR 4922,
was scanned at the Senckenberg CT-Lab of Frankfurt/Main (lab code “SGN-SF-3D-Xray-
CT”) using a ProCon-X-ray-Micro-CT scanner. This scanner contains a 100 kV Finefocus
tube, and the CT-Aquire was performed with the Fraunhofer Package, obtaining archives
in .rek format. The parameters used were a voltage of 90 kV and a current of 89 µA,
performing a scan with 2400 projections over 4 h. The images obtained were converted to
DICOM data for the subsequent processing using VGStudio MAX, resulting in 2054 image
files with a resolution of 22.3 µm. The segmentation of the right paired bones, the medial
odd bones, and the neuroanatomical structures (i.e., cranial, nasal, and labyrinth cavities
and nervous and circulatory canals) was performed manually using the software Avizo 7.1
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(VSG). Due to the large size of the files, the images had to be segmented into packages of
400 images and subsequently fused using tools in the Geomagic Studio 2014.3.0 software.
All the bones were reconstructed independently to observe their internal structure, with
the aim of potentially providing additional anatomical data to those already known for
the taxon (see [14]). The neuroanatomical structures were measured following criteria
proposed in previous studies [27,29], using tools in Avizo 7.1 for the linear measurements
and in Geomagic Studio 2014.3.0 for the volumetric ones. Bidimensional images were
rendered using the snapshot tools of Avizo 7.1. The dorsal and ventral view photographs
of the skull were taken at the Senckenberg Museum of Frankfurt by S. Tränkner. Finally, the
figures were composed using the software Adobe Photoshop CS6. The neuroanatomical
and new anatomical characters identified for Euraxemys essweini were compared with those
known for other extant and extinct pleurodiran turtles.

3. Systematic Palaeontology

Testudines Batsch, 1788 [36]
Pleurodira Cope, 1864 [37]
Pelomedusoides Broin, 1988 [10]
Euraxemydidae Gaffney, Tong, and Meylan, 2006 [14]
Euraxemys Gaffney, Tong, and Meylan, 2006 [14]
Euraxemys essweini Gaffney, Tong, and Meylan, 2006 [14]
(Figures 1–4)
Material: FR 4922 is the holotype and, thus far, the only known specimen of the

euraxemydid Euraxemys essweini and corresponds to a nearly complete skeleton from the
Early Cretaceous (Albian) Santana Formation of the Brazilian Araripe Basin. The specimen
included the well-preserved skull, which is analyzed here (Figures 1–4).

New anatomical characters for Euraxemys essweini: Gaffney et al. [14] provided a
relatively detailed anatomical description of the specimen analyzed here. However, thanks
to the analysis of the files obtained by the computed tomography scan of the skull, some
bones can be more precisely characterized, and some structures are identified for the first
time. The shape of the pituitary fossa can be well characterized, being oval and slightly
longer than wide (with a length of 3.4 mm and a width of 2.8 mm; Figure 2A–C). The
presence of both high clinoid processes and small foramina in the lateral portions of the
pituitary fossa are recognized (Figure 2D). The canals of the abducens nerves (cranial nerve
VI) are identified traversing the basisphenoid to a half-length of it and emerge laterally on
the dorsal surface of the basisphenoid (Figure 2C). The new information allows us to rule
out the presence of a foramen caroticum laterale. The proximal end of the right columella
auris is preserved in its original position between the prootic and the opisthotic (Figure 3E).
The columella only retains the footplate and a small portion of the stapes bar (Figure 3F,G).
The footplate has a rounded section at the relatively wide articular region (Figure 3H).

Neuroanatomical description: The anterior region of the cranial cavity, corresponding
to the olfactory duct, is ascendant from the nasal cavity to reach the cerebral hemispheres
area, showing a convex dorsal surface (Figure 4C). The posterior area of the dorsal surface,
from the cerebral hemispheres, is descendent to the medulla oblongata. On that surface, the
angle between the forebrain and the hindbrain is almost 156◦. The olfactory duct is narrow,
and it represents over 20% of the cranial cavity length (Figure 4A). The cerebral hemispheres
region is laterally expanded, defining the widest area of the cranial cavity. The ratio between
the maximum width and the length of the cranial cavity is about 0.34. That width represents
1.66 times the width of the medulla oblongata. A low protuberance, corresponding to the
cartilaginous ridge, can be observed postero-medially to the hemispheres (Figure 4A,C).
That ridge is relatively short (i.e., representing the 11.3% of the length of the cranial cavity)
and low (i.e., equivalent to 8.4% of the maximum height of that cavity). Ventrally, the
oval pituitary fossa is located at the same level of the cartilaginous ridge (Figure 4B). The
anteroposterior axis of the pituitary fossa is slightly larger than the medio-lateral one,
representing a ratio of 1.2 between them. The medulla oblongata is relatively high, being at
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73% of the maximum height of the cranial cavity (Figure 4C). The dorsal surface of that
structure is concave.
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Figure 1. FR 4922, skull of the holotype of Euraxemys essweini (Euraxemydidae) from the Albian of 
Araripe Basin in Brazil. Photographs reproduced with permission from S. Tränkner, Senckenberg 
(A,D); rendered three-dimensional reconstruction (B,E,G); and transparent rendered skull includ-
ing the three-dimensional reconstruction of the neuro-anatomical structures in dorsal (A–C), ventral 
(D–F), and right-lateral (G,H) views. 

Figure 1. FR 4922, skull of the holotype of Euraxemys essweini (Euraxemydidae) from the Albian of
Araripe Basin in Brazil. Photographs reproduced with permission from S. Tränkner, Senckenberg
(A,D); rendered three-dimensional reconstruction (B,E,G); and transparent rendered skull including
the three-dimensional reconstruction of the neuroanatomical structures in dorsal (A–C), ventral
(D–F), and right lateral (G,H) views.
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Figure 2. FR 4922, three-dimensional reconstruction of the skull of the holotype of Euraxemys ess-
weini (Euraxemydidae) from the Albian of Araripe Basin in Brazil showing the right bones and me-
dial odd bones virtually removing the sediment in dorsal (A,B), ventral (E,F), anterior (G), and pos-
terior (H) views. Each bone is shown with a different color. The prefrontal, the frontal, the parietal, 
and the supraoccipital have been virtually removed (B) to show the dorsal palatal and braincase 
bones. The cranial roof bones are shown in ventral view (F). Basisphenoid (C,D) in dorsal (C) and 
anterior (D) views. 

Figure 2. FR 4922, three-dimensional reconstruction of the skull of the holotype of Euraxemys essweini
(Euraxemydidae) from the Albian of Araripe Basin in Brazil showing the right bones and medial
odd bones virtually removing the sediment in dorsal (A,B), ventral (E,F), anterior (G), and posterior
(H) views. Each bone is shown with a different color. The prefrontal, the frontal, the parietal, and
the supraoccipital have been virtually removed (B) to show the dorsal palatal and braincase bones.
The cranial roof bones are shown in ventral view (F). Basisphenoid (C,D) in dorsal (C) and anterior
(D) views.
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Figure 3. FR 4922, three-dimensional reconstruction of the skull of the holotype of Euraxemys ess-
weini (Euraxemydidae) from the Albian of Araripe Basin in Brazil showing the right bones and me-
dial odd bones virtually removing the sediment in right lateral (A,B) and medial (C) views. Each 
bone is shown with a different color. The jugal, the postorbital, the quadratojugal, the quadrate, and 
the squamosal have been virtually removed (B) to show the inner region of the temporal fossa. 
Prootic and opisthotic (D,E) in posterolateromedial (D) and ventral (E) views. The position of the 
columella auris is shown between the prootic and the opisthotic (E). Columella auris (F–H) in dorsal 
(F), lateral (G), and medial (H) views. 

Neuroanatomical description: The anterior region of the cranial cavity, correspond-
ing to the olfactory duct, is ascendant from the nasal cavity to reach the cerebral hemi-
spheres area, showing a convex dorsal surface (Figure 4C). The posterior area of the dorsal 
surface, from the cerebral hemispheres, is descendent to the medulla oblongata. On that 
surface, the angle between the forebrain and the hindbrain is almost 156°. The olfactory 
duct is narrow, and it represents over 20% of the cranial cavity length (Figure 4A). The 
cerebral hemispheres region is laterally expanded, defining the widest area of the cranial 
cavity. The ratio between the maximum width and the length of the cranial cavity is about 
0.34. That width represents 1.66 times the width of the medulla oblongata. A low 

Figure 3. FR 4922, three-dimensional reconstruction of the skull of the holotype of Euraxemys essweini
(Euraxemydidae) from the Albian of Araripe Basin in Brazil showing the right bones and medial
odd bones virtually removing the sediment in right lateral (A,B) and medial (C) views. Each bone
is shown with a different color. The jugal, the postorbital, the quadratojugal, the quadrate, and the
squamosal have been virtually removed (B) to show the inner region of the temporal fossa. Prootic
and opisthotic (D,E) in posterolateromedial (D) and ventral (E) views. The position of the columella
auris is shown between the prootic and the opisthotic (E). Columella auris (F–H) in dorsal (F), lateral
(G), and medial (H) views.
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Figure 4. FR 4922, neuroanatomical three-dimensional virtual reconstructions of the skull of the 
holotype of Euraxemys essweini (Euraxemydidae) from the Albian of Araripe Basin in Brazil in dorsal 
(A), ventral (B), and lateral (C,D) views. Right (E,F) and left (G,H) inner ears in dorsal (E,G) and 
lateral (F–H) views. 

Figure 4. FR 4922, neuroanatomical three-dimensional virtual reconstructions of the skull of the
holotype of Euraxemys essweini (Euraxemydidae) from the Albian of Araripe Basin in Brazil in dorsal
(A), ventral (B), and lateral (C,D) views. Right (E,F) and left (G,H) inner ears in dorsal (E,G) and
lateral (F–H) views.
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The trigeminal nerve (cranial nerve V) exited from the cranial cavity through the
foramen nervi trigemini (Figure 4A–D). This foramen is formed by the parietal anterodor-
sally, the prootic posterodorsally, and the pterygoid ventrally (Figure 3B). The canalis
cavernosus runs posterolaterally below the foramen nervi trigemini (Figure 4A,B). The
anterior region of the canalis cavernosus reaches the sulcus cavernosus (Figure 4B), being
located lateral to the pituitary fossa. The posterior end of the canalis cavernosus contacts
the canalis stapedio-temporalis, which presents an anterodorsal trajectory to reach the
foramen stapedio-temporale (Figure 4A). This foramen is surrounded by the quadrate lat-
erally and the prootic medially (Figure 2B). The abducens nerve pierced the basisphenoid
through a straight canal (Figure 4B–D). The posterior foramen of the canal is located on the
dorsal surface of the basisphenoid, posterolateral to the pituitary fossa (Figure 2C). The
anterior foramen contacts the sulcus cavernosus laterally to the mid-length of the fossa
(Figure 2D). The facial and vestibulocochlear nerves (cranial nerves VII and VIII) left the
cranial cavity through two foramina housed in the fossa acustico-facialis of the prootic
(Figures 3C and 4B–D). The vestibulocochlear nerve crossed a short canal and innervated
the cavum labyrinthicum. The facial nerve canal presented a short way, and it reached
the geniculate ganglion splitting in two branches (Figure 4B–D). The ventral branch ran
through the canalis pro ramo nervi vidiani (Figure 4C,D) and reached the foramen nervi
facialis, which is confluent with the foramen canalis carotici interni (Figure 1D–F and
Figure 2E). This nerve continued anteriorly through the foramen nervi vidiani and pierced
the pterygoid by the canalis nervus vidianus (Figures 1F, 2E and 4B–D). The canalis nervus
vidianus bifurcates anteriorly, and it almost reached the foramen palatinum posterius. The
hyomandibular branch of the facial nerve continued posterolaterally from the geniculate
ganglion and runs ventral to the canalis cavernosus (Figure 4B–D), but without entering it.
The distalmost end of this nerve exited the skull crossing the quadrate posteriorly to the
mandibular condyle (Figure 1F). The glossopharyngeal nerve (cranial nerve IX) emerged
from the cranial cavity posterior to the cavum labyrinthicum, and its canal crosses the
processus interfenestralis of the opisthotic to reach the foramen externum nervi glossopha-
ryngei (Figures 3D and 4C,D). The vagus and accessory nerves (cranial nerves X and XI)
exited through the foramen jugulare anterius, a large foramen formed by the opisthotic and
the exoccipital (Figure 4A–D). They entered the recessus scalae tympani, and both nerves
left the skull through the foramen jugulare posterius, located in the exoccipital (Figure 2H).
The hypoglossal nerve (cranial nerve XII) pierced the exoccipital across two posterolaterally
directed canals (Figures 2H and 4A–D). The canalis alveolaris superior go across the maxilla
in a trajectory parallel to the lateral edge of the bone (Figure 1C,F,H and Figure 4A,B). The
posterior foramen of the canal is formed by the jugal and the maxilla. The canal reaches the
nasal cavity anteriorly through the foramen alveolare superius.

The nasal cavity of Euraxemys essweini is identified as relatively small (Figure 4A–C),
considering that it represents less than 20% of the total volume of the cranial cavity (in-
cluding the nasal area). The olfactory region is weakly expanded dorsally (Figure 4C). The
vestibular region is narrower than the lateral expanded anterior area of the nasopharyn-
geal ducts (Figure 4A,B). The ducts are directed posteriorly, defining straight trajectories
(Figure 4B). The lateral edges of the ducts are almost parallel between them.

The cavum labyrinthicum is relatively low (Figure 4E,H), and its maximum height
represents 77% of the medulla oblongata height (Figure 4C). The inner ear presents a
ventrally weak-expanded vestibulum and elongated semicircular canals (Figure 4F,H). The
anterior semicircular canal is formed on the prootic and the supraoccipital (Figures 2F and
3D). It is the longest canal of the system (Figure 4F,H). The posterior semicircular canal is
defined by the opisthotic and the supraoccipital (Figure 2F) and the lateral by the prootic
and the opisthotic (Figure 1C). The widest canal is the lateral one, which is dorsoventrally
compressed, showing an oval cross-section (Figure 4F,H). The highest canal is the anterior
one, whose dorsal surface represents the highest level of the labyrinth. The angle between
both vertical semicircular canals (i.e., the anterior and the posterior) is recognized by 84◦

for the left inner ear and about 92◦ for the right one (Figure 4E,G). The crus communis
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is almost longer than higher. Its dorsal surface is located below the dorsal level of the
vertical canals (Figure 4F,H). The spaces defined by the vertical canals and the vestibulum
are anteroposteriorly elongated and dorsoventrally narrow. The anterior space of the inner
ears is longer and goes down more than the posterior.

The carotid artery entered the skull through the foramen posterius canalis carotici
interni (Figure 1D–F, Figures 2E and 4B), defined by both the basisphenoid and the ptery-
goid (Figures 1D and 2E). The canalis caroticus basisphenoidalis crosses the basisphenoid
anteromedially and reaches the pituitary fossa through the foramen anterius canalis carotici
basisphenoidalis (Figure 2D). The angle formed by both carotid canals is acute, being
almost 82◦ (Figure 4B).

4. Discussion

The analysis of the files obtained by the use of the computed tomography scan per-
formed for the skull of the holotype and as so far only known specimen of Euraxemys
essweini allow us to characterize some unknown osseous characters. Thus, considering
the data matrix of the paper where it was defined (see [14]), three characters can be en-
coded for the first time. The foramen caroticum laterale of the pterygoid is recognized as
absent (Character 76, stage 0); the clinoid process of the basisphenoid is dorsally expanded,
and the basisphenoid presents a well-developed abducens canal (Character 107, stage
0); and the sella turcica is deep, and the margins of the dorsum sellae are well-defined
(Character 110, stage 0). The last two characters could not be codified for Euraxemydidae
by Gaffney et al. [14] since they were also unknown to the other representative of this
lineage, i.e., Dirqadim schaefferi. However, the absence of the foramen caroticum laterale
was subsequently recognized for Dirqadim schaefferi (see Character 97 in the supplementary
data matrix of [27]), that state being recognized here as shared with Euraxemys essweini. The
foramen caroticum laterale is present in Podocnemididae and most members of Chelidae,
but its absence in Euraxemydidae is shared with the members of Pelomedusidae and Both-
remydidae, as well as with some chelids such as Chelus fimbriata (Schneider, 1783) [14,27,38].
Within Pleurodira, the absence of a clinoid process and the presence of a groove for the
abducens nerve instead of a developed canal are exclusively known for some representa-
tives of Bothremydidae: the members of Bothremys and Chedighaii (Bothremydini) [14]. The
presence of a very shallow sella turcica with low margins is an exclusive character of the
genus of Bothremydidae Taphrosphys (Taphrosphyini) [14].

Although the cranial cavity in Testudinata is not very indicative of the shape or volume
of the soft nervous tissues contained on it (e.g., [25,33]), differences can be observed between
the diverse lineages of turtles (e.g., [21,29]). The angle formed between the forebrain and the
hindbrain of the cranial cavity of Euraxemys essweini presents a relatively low value when
it is compared with that in the members of Pelomedusidae and Chelidae, which present
straighter cranial cavities with angles above 170◦ [29]. However, the angle of the cranial
cavity measured for some Podocnemidoidea representatives (i.e., podocnemidids and
bothremydids; see [29,30]) is lower than that observed for Euraxemys essweini. The lateral
expansion of the cerebral hemispheres can be estimated using the measurements of different
structures in the cranial cavity. In the case of Euraxemys essweini, both the ratio between
the maximum width of the cranial cavity and its length (see supplementary material
in [29]) and that between the width of the hemispheres and the medulla oblongata (see
supplementary material in [27]) were measured. The first ratio in Euraxemys essweini (with a
value of 0.34) represents a value higher than that in the chelids (with a value range between
0.20 and 0.26; see [29]). The value in Euraxemys essweini is close to that recognized for the
pelomedusids (i.e., a value of 0.33 for Pelusios niger (Duméril and Bibron, 1835) [29,39]) but
higher than that in the podocnemidid turtles [29]. In the case of the bothremydids, the ratio
varies from values lesser than 0.30 for the members of Cearachelyini to the larger values
recognized in some members of Taphrosphyini, reaching a value of 0.63 [30]. Considering
the ratio between the width of the cerebral hemispheres and that of the medulla oblongata,
some authors [27] proposed a differentiation between taxa with laterally slightly expanded
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hemispheres (ratio less than 2.25) and others showing highly expanded ones (greater than
2.25). These character stages were reflected it in a data matrix (see Character 256 in the
supplementary material of [27]). The value obtained here for Euraxemys essweini (1.66),
being less than 2.25 as occurs with that in Dirqadim schaefferi, reflects a smaller expansion
of the hemispheres than in most representatives of Chelidae or Bothremydidae. However,
noticeable differences are identified within other groups of Pleurodira (i.e., Pelomedusidae
and Podocnemidoidae), in which the values of these stages of character vary between
forms with relatively little to highly expanded hemispheres (supplementary material
in [27,29]). The cartilaginous ridge is recognized as very variable in shape and size within
Pleurodira [29,40]. The presence of a weakly dorsally expanded ridge in Euraxemys essweini
is shared with the members of Chelidae and Pelomedusidae [29]. The development of
this structure is variable in Podocnemidoidea, showing a variable morphology, including
the absence of this structure in some representatives such as, among others, Erymnochelys
madagascariensis (Grandidier, 1867 [41]) [40]. The members of Bothremydidae show well-
expanded cartilaginous ridges which, together with a relatively large lateral expansion of
the cerebral hemispheres, represent a combination of characters unique to the lineage [29,30].
The development of this structure in Podocnemididae and closely related forms shows a
high variability from forms in which it is absent (as in Yuraramirim montealtensis Ferreira,
Iori, Hermanson, and Langer, 2018 [12] or Amabilis uchoensis Hermanson, Iori, Evers, Langer,
and Ferreira, 2020 [27]) to representatives in which it is anteroposteriorly and dorsally
well-developed (some Podocnemis unifilis Troschel, 1848 [42] specimens [29]).

Variations are recognized for the facial nerve system of Pleurodira, considering both
the presence or absence of a canalis pro ramo nervi vidiani and the contact between the
vidian branch and the geniculate ganglion with the canalis caroticus internus [28–30,35]. The
geniculate ganglion of all pleurodires is housed in the prootic between the fossa acustico-
facialis and the canalis cavernosus, but the ganglion clearly contacts the canalis caroticus
internus exclusively in Chelidae and Pelomedusidae [29,35]. However, the geniculate ganglion
lies very close to the canalis caroticus internus in Sahonachelyidae, nearly contacting it [28].
As occurs in Euraxemys essweini and Dirqadim schaefferi, the podocnemidids and bothremydids
have a geniculate ganglion separate from the carotid canal [29,30,35]. The canalis pro ramo
nervi vidiani is exclusive for the representatives of Podocnemidoidea within Pleurodira. This
canal flows into the cavum pterygoidei in the podocnemidids, but it contacts the canalis
caroticus internus in bothremydids. The condition observed here for Euraxemys essweini
(unknown for Dirqadim schaefferi) is the same as that recognized for Bothremydidae. The
anterior vidian nerve of Euraxemys essweini, anteriorly generating two branches, differs from
that of Dirqadim schaefferi, which shows a single branch. The condition observed for Euraxemys
essweini is shared with Sahonachelys mailakavava [28], not having been recognized for any other
member of the Pleurodira [29,35].

The volume of the nasal cavity relative to the total volume of the cranial cavity in
Euraxemys essweini, less than 20%, is shared with chelids and pelomedusids. This value
is higher in podocnemidids and bothremydids (so far only having been obtained for
freshwater representatives), reaching up to 28% in Galianemys emringeri [30], but it does not
exceed 30% of the total volume. All these values obtained for the pleurodires are compatible
with those observed in freshwater cryptodiran turtles, this condition having been related
to a form of freshwater life in which the functions involving the nasal cavity (mainly the
olfactory sense) would not be as developed as in terrestrial or pelagic sea turtles [19,21].

The inner ear in turtles is very conservative, with a poorly ventrally expanded vestibu-
lum and low semicircular canals [18,32]. However, pleurodiran turtles show vertical
semicircular canals (i.e., anterior and posterior canals) which are more anteroposteriorly
elongated and thinner than in terrestrial or pelagic marine cryptodires [20,21,25,43]. All
inner ears in Pleurodira show an M-shaped dorsal surface because the upper level of
the crus communis lies below the apex of the semicircular canals (e.g., [21,28–30]). As
in Euraxemys essweini, most chelids, pelomedusids, sahonachelids, and podocnemidids
have an anterior semicircular canal higher than the posterior one. By contrast, the basal
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Podocnemidoidae Amabilis uchoensis and most of bothremydids have more symmetrical
semicircular canals in which the dorsal surfaces of both canals are approximately at the
same level [27,30]. The shapes of the spaces formed between the vertical semicircular canals
and the vestibulum are elongated in Euraxemys essweini, as in chelids, sahonachelyids, and
podocnemidids [27,28]. By contrast, the ears of pelomedusids and bothremydids present
spaces with an oval to circular shape [27,29,30]. In Chelidae, a range of variation between
80◦ (measured in Chelus fimbriata [29]) and 98◦ (measured in Chelodina reimanni Philipsen
and Grossmann, 1990 [21,44]) has been documented for that angle formed between the
vertical canals, the values obtained here for Euraxemys essweini being included in that range.
The angle measured for representatives of Podocnemidoidea is also similar to those of the
chelids, varying from 80◦ in Podocnemis unifilis [29] to 91◦ in Galianemys whitei [30]. The
value observed in Sahonachelys mailakavava, being about 90◦ [28], is also compatible with
those of the taxon studied here. The values of the angle for Pelomedusidae are less than 85◦.

In Euraxemys essweini, as with most pleurodires, the carotid canals enter the skull from
the foramen posterius canalis carotici interni and reach the posterior region of the pituitary
fossa [45]. This condition is not shared with the members of Podocnemidoidae, in which the
arteries enter the skull directly to the cavum pterygoidei [12,27,35]. In the representatives
of this group of pleurodires, the carotids are only enclosed by bone in the basisphenoid
portion [35]. Variation in relation to the bones that form the foramen posterius canalis
carotici interni is identified within several pleurodiran clades (e.g., [14,28,35]). Within
euraxemydids, while the foramen is exclusively formed by the pterygoid and basisphenoid
in Euraxemys essweini, the prootic also participates in Dirqadim schaefferi [14]. The variability
in the formation of this foramen in chelids and bothremydids is very high [14,35]. However,
the bones that participate in the foramen in pelomedusids are the prootic together with
the participation of the basisphenoid or the quadrate [29,35]. The angle formed by the
carotid canals of Euraxemys essweini (82◦) is much more acute than that in Dirqadim schaefferi
(being about 114◦, based on the three-dimensional reconstruction in the supplementary
data of [27]). The angle formed by the carotid canals in chelids is closer to that of Dirqadim
schaefferi than to Euraxemys essweini [29], while that of pelomedusids has been recognized
as intermediate (being close to 95◦; see [29]). The values for the angle between the carotid
canals known for the podocnemidids are closer to that of Euraxemys essweini, this condition
being also close to that in the Cearachelyini bothremydids [27,29,30]. The value of the angle
is lower in Euraxemys essweini than in the other lineages of bothremydids, in which values
of up to 140◦ have been documented [27,29].

5. Conclusions

The virtual three-dimensional reconstruction of the skull and neuroanatomical struc-
tures of the holotype and only known specimen of the Brazilian Albian Euraxemys essweini
(Pleurodira, Euraxemydidae) is carried out here for first time. In addition, the processing of
the files obtained by computed tomography scanning of the specimen have allowed us to ob-
serve some characters that could not be seen without the application of this non-destructive
technology, increasing the anatomical information of this taxon. Part of the columella auris,
unknown until now for Euraxemys essweini, is also described for the first time.

Neuroanatomical information within Pleurodira has been increasing in recent years
with numerous publications, mainly on the neuroanatomy of Podocnemidoidea (i.e., the
clade grouping Bothremydidae and Podocnemididae). However, neuroanatomical knowl-
edge of other extinct lineages within the crown Pleurodira is still very poor. The comparison
of the neuroanatomy of those extinct taxa with that of extant members of Pleurodira is a
very useful tool that can allow us to determine the relationship between some features
observed in the internal structures with taxonomic or environmental signals. In this sense,
previous knowledge about some neuroanatomical elements of the Moroccan Cenomanian
euraxemydid Dirqadim schaefferi, as well as the analysis presented here about Euraxemys
essweini, have allowed us to significantly increase the information on the neuroanatomy of
Euraxemydidae. The new data have been compared with the neuroanatomical characters
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available for the other pleurodiran lineages in which their neuroanatomy had been studied.
Several neuroanatomical characters recognized here for the cranial cavity of Euraxemys
essweini, such as the possession of a cranial cavity with an angle of less than 170◦ or a greater
lateral expansion of the lateral hemispheres, differ from those in Chelidae, whose repre-
sentatives show a straighter cranial cavity and relatively less expanded hemispheres. The
cranial cavity of Euraxemys essweini differs from those of the bothremydids in the absence of
a dorsally expanded cartilaginous ridge. The lateral expansion of the hemispheres in Eurax-
emys essweini represents an intermediate condition between the less developed hemispheres
in Podocnemididae and the wider ones of the Bothremydini and Taphrosphyini bothre-
mydids. All these character states observed for the cranial cavity of Euraxemys essweini
coincide with those in Pelomedusidae. The canal system that forms the facial nerve (which
is not completely known for Dirqadim schaefferi) in Euraxemys essweini possesses a ventral
canalis pro ramo nervi vidiani, and the geniculate ganglion does not contact the canalis
caroticus internus. This canal system differs from that of Chelidae and Pelomedusidae,
in which the geniculate ganglion directly contacts the canalis caroticus, so the canalis pro
ramo nervi vidiani does not exist. In the case of Sahonachelyidae, although the facial nerve
does not cross the canalis pro ramo nervi vidiani, it shares with Euraxemys essweini (but not
with Dirqadim schaefferi) the bifurcation in the anterior region of the canalis nervus vidianus.
The presence of the canalis pro ramo nervi vidiani in Euraxemys essweini, which is inferred
for Dirqadim schaefferi, is also observed in the representatives of Podocnemidoidea, being an
exclusive feature for these groups of Pleurodira. The shape of the inner ears in Pleurodira
is very conservative throughout its evolutionary history. However, the greater length of the
anterior semicircular canals relative to the posterior ones, along with the elongated shapes
of the spaces formed between the vertical canals and the vestibulum observed for Euraxe-
mys essweini, are more similar to those in Chelidae, Sahonachelyidae, and Podocnemididae
than to those in Pelomedusidae and Bothremydidae. Within Euraxemydidae, Euraxemys
essweini presents an acute angle between the canalis caroticus internus, similar to that in
Podocnemididae and in the Cearachelyini bothremydids, while Dirqadim schaefferi shows
greater similarities for this character with the chelids and some forms of Bothremydini.

Author Contributions: Conceptualization, M.M.-J. and A.P.-G.; methodology, M.M.-J. and A.P.-G.;
software, M.M.-J.; validation, M.M.-J. and A.P.-G.; formal analysis, M.M.-J. and A.P.-G.; investigation,
M.M.-J. and A.P.-G.; resources, A.P.-G.; data curation, M.M.-J. and A.P.-G.; writing—original draft
preparation, M.M.-J.; writing—review and editing, M.M.-J. and A.P.-G.; visualization, M.M.-J.; super-
vision, A.P.-G.; project administration, A.P.-G.; funding acquisition, A.P.-G. All authors have read and
agreed to the published version of the manuscript.

Funding: The research activity of the authors is funded by the Ministerio de Ciencia e Innovación
(research project PID2019-111488RB-I00).

Institutional Review Board Statement: Not applicable.

Data Availability Statement: The skull of the holotype of Euraxemys essweini is deposited in the
Palynology and Microvertebrata of the Paleozoic Collection of the Senckenberg Forschungsinstitut
und Naturmuseum (Frankfurt, Germany).

Acknowledgments: The authors thank R. Brocke and L. Kraus for access to the Euraxemys essweini
holotype and files related to it and thank S. Tränkner for the photographs of the specimen (Senck-
enberg Forschungsinstitut und Naturmuseum, Frankfurt) and Renate Rabenstein (Senckenberg
CT-Lab Frankfurt) for the computed tomography scanning. The authors also thank the editor H.
Huang and three anonymous reviewers for their comments and suggestions for the improvement of
this manuscript.

Conflicts of Interest: The authors declare no conflict of interest.



Diversity 2023, 15, 374 13 of 14

References
1. Sterli, J. Phylogenetic relationships among extinct and extant turtles: The position of Pleurodira and the effects of the fossils on

rooting crown-group turtles. Contrib. Zool. 2010, 79, 93–106. [CrossRef]
2. Romano, P.S.R.; Gallo, V.; Ramos, R.R.C.; Antonioli, L. Atolchelys lepida, a new side-necked turtle from the Early Cretaceous of

Brazil and the age of crown Pleurodira. Biol. Lett. 2014, 10, 20140290. [CrossRef] [PubMed]
3. Pérez-García, A. The Iberian fossil record of turtles: An update. J. Iber. Geol. 2017, 43, 155–191. [CrossRef]
4. Ferreira, G.S.; Bronzati, M.; Langer, M.C.; Sterli, J. Phylogeny, biogeography and diversification patterns of side-necked turtles

(Testudines: Pleurodira). R. Soc. Open Sci. 2018, 5, 171773. [CrossRef] [PubMed]
5. Cadena, E.A.; Scheyer, T.M.; Carrillo-Briceño, J.D.; Sánchez, R.; Aguilera-Socorro, O.A.; Vanegas, A.; Pardo, M.; Hansen, D.M.;

Sánchez-Villagra, M.R. The anatomy, paleobiology, and evolutionary relationships of the largest extinct side-necked turtle. Sci.
Adv. 2020, 6, eaay4593. [CrossRef]

6. Pérez-García, A. A new turtle confirms the presence of Bothremydidae (Pleurodira) in the Cenozoic of Europe and expands the
biostratigraphic range of Foxemydina. Sci. Nat. 2016, 103, 14. [CrossRef]

7. Pérez-García, A. A new turtle taxon (Podocnemidoidea, Bothremydidae) reveals the oldest known dispersal event of the crown
Pleurodira from Gondwana to Laurasia. J. Syst. Palaeontol. 2016, 15, 709–731. [CrossRef]

8. Joyce, W.G.; Lyson, T.R.; Kirkland, J.I. An early bothremydid (Testudines, Pleurodira) from the Late Cretaceous (Cenomanian) of
Utah, North America. PeerJ 2016, 4, e2502. [CrossRef]

9. Pérez-García, A.; Lapparent de Broin, F.; Murelaga, X. The Erymnochelys group of turtles (Pleurodira, Podocnemididae) in the Eocene
of Europe: New taxa and paleobiogeographical implications. Palaeontol. Electron. 2017, 20, 1–28. [CrossRef] [PubMed]

10. de Broin, F. Les tortues et le Gondwana. Examen des rapports entre le fractionnement du Gondwana et la dispersion géographique
des tortues pleurodires à partir du Crétacé. Stud. Palaeocheloniol. 1988, 2, 103–142.

11. de la Fuente, M.S.; Sterli, J.; Maniel, I. Origin, Evolution, and Biogeographic History of South American Turtles; Springer: Cham,
Switzerland, 2014; p. 168. [CrossRef]

12. Ferreira, G.S.; Iori, F.V.; Hermanson, G.; Langer, M.C. New turtle remains from the Late Cretaceous of Monte Alto-SP, Brazil,
including cranial osteology, neuroanatomy and phylogenetic position of a new taxon. Paläontol. Z. 2018, 92, 481–498. [CrossRef]

13. Maniel, I.J.; de la Fuente, M.S.; Apesteguía, S.; Pérez Mayoral, J.; Sánchez, M.L.; Veiga, G.D.; Smales, I. Cranial and postcranial
remains of a new species of Prochelidella (Testudines: Pleurodira: Chelidae) from ‘La Buitrera’ (Cenomanian of Patagonia,
Argentina), with comments on the monophyly of this extinct chelid genus from southern Gondwana. J. Syst. Palaeontol. 2020, 18,
1033–1055. [CrossRef]

14. Gaffney, E.S.; Tong, H.; Meylan, P.E. Evolution of the side-necked turtles: The families Bothremydidae, Euraxemydidae, and
Araripemydidae. Bull. Am. Mus. Nat. Hist. 2006, 300, 700. [CrossRef]

15. Gaffney, E.S.; Meylan, P.A. Primitive pelomedusid turtle. In Santana Fossils: An Illustrated Atlas; Maisey, J.G., Ed.; Tropical Fish
Hobbyist Publications: Neptune City, NJ, USA, 1991; pp. 335–339.

16. Meylan, P.A. Skeletal morphology and relationships of the Early Cretaceous side necked turtle, Araripemys barretoi (Testudines:
Pelomedusoides: Araripemydidae), from the Santana Formation of Brazil. J. Vertebr. Paleontol. 1996, 16, 20–33. [CrossRef]

17. Price, L.I. Quelônio amphichelydia no Cretáceo inferior do nordeste do Brazil. Rev. Bras. Geociênc. 1973, 3, 84–96.
18. Paulina-Carabajal, A.; Sterli, J.; Müller, J.; Hilger, A. Neuroanatomy of the marine Jurassic turtle Plesiochelys etalloni (Testudinata,

Plesiochelyidae). PLoS ONE 2013, 8, e69264. [CrossRef] [PubMed]
19. Paulina-Carabajal, A.; Sterli, J.; Georgi, J.; Poropat, S.F.; Kear, B.P. Comparative neuroanatomy of extinct horned turtles (Meiolani-

idae) and extant terrestrial turtles (Testudinidae), with comments on the palaeobiological implications of selected endocranial
features. Zool. J. Linn. Soc. 2017, 180, 930–950. [CrossRef]

20. Paulina-Carabajal, A.; Sterli, J.; Werneburg, I. The endocranial anatomy of the stem turtle Naomichelys speciosa from the Early
Cretaceous of North America. Acta Palaeontol. Pol. 2019, 64, 711–716. [CrossRef]

21. Lautenschlager, S.; Ferreira, G.S.; Werneburg, I. Sensory evolution and Ecology of early turtles revealed by digital endocranial
reconstructions. Front. Ecol. Evol. 2018, 6, 7. [CrossRef]

22. Martín-Jiménez, M.; Codrea, V.; Pérez-García, A. Neuroanatomy of the European uppermost Cretaceous stem turtle Kallokibotion
bajazidi. Cret. Res. 2021, 120, 104720. [CrossRef]

23. Pérez-García, A.; Martín-Jiménez, M.; Aurell, M.; Canudo, J.I.; Castanera, D. A new Iberian pleurosternid (Jurassic-Cretaceous
transition, Spain) and first neuroanatomical study of this clade of stem turtles. Hist. Biol. 2021, 34, 298–311. [CrossRef]

24. Rollot, Y.; Evers, S.W.; Joyce, W.G. A redescription of the Late Jurassic (Tithonian) turtle Uluops uluops and a new phylogenetic
hypothesis of Paracryptodira. Swiss J. Palaeontol. 2021, 140, 23. [CrossRef]

25. Evers, S.W.; Neenan, J.M.; Ferreira, G.S.; Werneburg, I.; Barrett, P.M.; Benson, R.B.J. Neurovascular anatomy of the protostegid
turtle Rhinochelys pulchriceps and comparisons of membranous and endosseous labyrinth shape in an extant turtle. Zool. J. Linn.
Soc. 2019, 187, 800–828. [CrossRef]

26. Pérez-García, A.; Martín-Jiménez, M.; Vlachos, E.; Codrea, V. The most complete extinct species of Testudo (Testudines, Testu-
dinidae) defined by several well-preserved skeletons from the late Miocene of Romania. J. Syst. Palaeontol. 2022, 19, 1237–1270.
[CrossRef]

http://doi.org/10.1163/18759866-07903002
http://doi.org/10.1098/rsbl.2014.0290
http://www.ncbi.nlm.nih.gov/pubmed/25079494
http://doi.org/10.1007/s41513-017-0016-4
http://doi.org/10.1098/rsos.171773
http://www.ncbi.nlm.nih.gov/pubmed/29657780
http://doi.org/10.1126/sciadv.aay4593
http://doi.org/10.1007/s00114-016-1375-y
http://doi.org/10.1080/14772019.2016.1228549
http://doi.org/10.7717/peerj.2502
http://doi.org/10.26879/687
http://www.ncbi.nlm.nih.gov/pubmed/36844953
http://doi.org/10.1007/978-3-319-00518-8
http://doi.org/10.1007/s12542-017-0397-x
http://doi.org/10.1080/14772019.2020.1721579
http://doi.org/10.1206/0003-0090(2006)300[1:EOTSTT]2.0.CO;2
http://doi.org/10.1080/02724634.1996.10011280
http://doi.org/10.1371/journal.pone.0212241
http://www.ncbi.nlm.nih.gov/pubmed/30731009
http://doi.org/10.1093/zoolinnean/zlw024
http://doi.org/10.4202/app.00606.2019
http://doi.org/10.3389/fevo.2018.00007
http://doi.org/10.1016/j.cretres.2020.104720
http://doi.org/10.1080/08912963.2021.1910818
http://doi.org/10.1186/s13358-021-00234-y
http://doi.org/10.1093/zoolinnean/zlz063
http://doi.org/10.1080/14772019.2022.2028025


Diversity 2023, 15, 374 14 of 14

27. Hermanson, G.; Iori, F.V.; Evers, S.W.; Langer, M.C.; Ferreira, G.S. A small podocnemidoid (Pleurodira, Pelomedusoides) from the
Late Cretaceous of Brazil, and the innervation and carotid circulation of side-necked turtles. Pap. Palaeontol. 2020, 6, 329–347.
[CrossRef]

28. Joyce, W.G.; Rollot, Y.; Evers, S.W.; Lyson, T.R.; Rahantarisoa, L.J.; Krause, D.W. A new pelomedusoid turtle, Sahonachelys
mailakavava, from the Late Cretaceous of Madagascar provides evidence for convergent evolution of specialized suction feeding
among pleurodires. R. Soc. Open Sci. 2021, 8, 210098. [CrossRef] [PubMed]

29. Martín-Jiménez, M.; Pérez-García, A. Neuroanatomical study and three-dimensional reconstruction of the skull of a bothremydid
turtle (Pleurodira) based on the European Eocene Tartaruscola teodorii. Diversity 2021, 13, 298. [CrossRef]

30. Martín-Jiménez, M.; Pérez-García, A. The neuroanatomy of the bothremydid pleurodiran turtle Galianemys, from the Late
Cretaceous (Cenomanian) of Morocco. Anat. Rec. 2022, 1–19. [CrossRef] [PubMed]

31. Foth, C.; Evers, S.W.; Joyce, W.G.; Volpato, V.S.; Benson, R.B.J. Comparative analysis of the shape and size of the middle ear cavity
of turtles reveals no correlation with habitat ecology. J. Anat. 2019, 235, 1078–1097. [CrossRef]

32. Evers, S.W.; Joyce, W.G.; Choiniere, J.N.; Ferreira, G.S.; Foth, C.; Hermanson, G.; Yi, H.; Johnson, C.M.; Werneburg, I.; Benson,
R.B.J. Independent origin of large labyrinth size in turtles. Nat. Comm. 2022, 13, 5807. [CrossRef] [PubMed]

33. Ferreira, G.S.; Werneburg, I.; Lautenschlager, S.; Evers, S.W. Contrasting Brains and Bones: Neuroanatomical Evolution of
Turtles (Testudinata). In Paleoneurology of Amniotes; Dozo, M.T., Paulina-Carabajal, A., Macrini, T.E., Walsh, S., Eds.; Springer:
Berlin/Heidelberg, Germany, 2022; pp. 79–121.

34. Georgi, J.A.; Sipla, J.S. Comparative and functional anatomy of balance in aquatic reptiles and birds. In Sensory Evolution on the
Threshold, Adaptations in Secondarily Aquatic Vertebrates; Thewissen, J.H.M., Nummela, S., Eds.; University of California Press:
Berkeley, CA, USA, 2008; pp. 133–256.

35. Rollot, Y.; Evers, S.W.; Joyce, W.G. A review of the carotid artery and facial nerve canal systems in extant turtles. PeerJ 2021, 8, e1047.
[CrossRef] [PubMed]

36. Batsch, G.C. Versuch Einer Anleitung, zur Kenntniß und Geschichte der Thiere und Mineralien; Akademie Buchhandlung: Jena,
Germany, 1788; p. 528.

37. Cope, E.D. On the limits and relations of the Raniformes. Proc. Acad. Nat. Sci. Phila. 1864, 16, 181–183.
38. Schneider, J.G. Allgemeine Naturgeschichte der Schildkröten, Nebst Einem Systematischen Verseichnisse der Einzelnen Arten; Müller:

Leipzig, Germany, 1783; pp. 1–364.
39. Duméril, A.M.C.; Bibron, G. Erpétologie Générale ou Histoire Naturelle Complète des Reptiles; Librairie Encyclopédique de Roret:

Paris, France, 1835; Volume 2, pp. 1–680.
40. Werneburg, I.; Evers, S.W.; Ferreira, G.S. On the “cartilaginous rider” in the endocasts of turtle brain cavities. Vertebr. Zool. 2021,

71, 403–418. [CrossRef]
41. Grandidier, A. Liste des reptiles nouveaux découverts, en 1866, sur la côte sud-ouest de Madagascar. Rev. Mag. Zool. 1867, 19,

232–234.
42. Troschel, F.H.; Schomburgk, M.R. Reisen in Britisch-Guiana in den Jahren 1840–1844: Nebst einer Fauna und Flora Guiana’s nach

Vorlagen von Johannes Müller, Ehrenberg, Erichson, Klotzsch, Troschel, Cabanis und Andern; J.J.Weber: Leipzig, Germany, 1848;
pp. 645–661.

43. Neenan, J.M.; Reich, T.; Evers, S.W.; Druckenmiller, P.S.; Voeten, D.F.A.E.; Choiniere, J.N.; Barrett, P.M.; Pierce, S.E.; Benson, R.B.J.
Evolution of the sauropterygian labyrinth with increasingly pelagic lifestyles. Curr. Biol. 2017, 27, 3852–3858. [CrossRef]

44. Philippen, H.D.; Grossmann, P. Eine neue Schlangenhalsschildkröte von Neuguinea: Chelodina reimanni sp. n. (Reptilia, Testudines,
Pleurodira: Chelidae). Zool. Abh. Staatl. Mus. Tierk. Dresden 1990, 46, 95–102.

45. Gaffney, E.S. An illustrated glossary of turtle skull nomenclature. Am. Mus. Novit. 1972, 2486, 1–33.

Disclaimer/Publisher’s Note: The statements, opinions and data contained in all publications are solely those of the individual
author(s) and contributor(s) and not of MDPI and/or the editor(s). MDPI and/or the editor(s) disclaim responsibility for any injury to
people or property resulting from any ideas, methods, instructions or products referred to in the content.

http://doi.org/10.1002/spp2.1300
http://doi.org/10.1098/rsos.210098
http://www.ncbi.nlm.nih.gov/pubmed/34035950
http://doi.org/10.3390/d13070298
http://doi.org/10.1002/ar.25072
http://www.ncbi.nlm.nih.gov/pubmed/36181385
http://doi.org/10.1111/joa.13071
http://doi.org/10.1038/s41467-022-33091-5
http://www.ncbi.nlm.nih.gov/pubmed/36220806
http://doi.org/10.7717/peerj.10475
http://www.ncbi.nlm.nih.gov/pubmed/33552706
http://doi.org/10.3897/vz.71.e66756
http://doi.org/10.1016/j.cub.2017.10.069

	Introduction 
	Materials and Methods 
	Systematic Palaeontology 
	Discussion 
	Conclusions 
	References

