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Background
Ankylosaurs are one of the least explored clades of dinosaurs regarding endocranial anatomy, with few available descriptions of braincase anatomy and even less information on
brain and inner ear morphologies. The main goal of this study is to provide a detailed
description of the braincase and internal structures of the Early Cretaceous nodosaurid
Pawpawsaurus campbelli, based on recently made CT scans.
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Methodology/Principal Findings
The skull of Pawpawsaurus was CT scanned at University of Texas at Austin (UTCT).
Three-dimensional models were constructed using Mimics 18.0 (Materialise). The digital
data and further processed 3D models revealed inaccessible anatomic structures, allowing
a detailed description of the lateral wall of the braincase (obscured by other bones in the
articulated skull), and endocranial structures such as the cranial endocast, the most complete inner ear morphology for a nodosaurid, and the interpretation of the airflow system
within the nasal cavities.

Conslusions/Significance
The new information on the endocranial morphology of Pawpawsaurus adds anatomical
data to the poorly understand ankylosaur paleoneurology. The new set of data has potential
use not only in taxonomy and phylogeny, but also in paleobiological interpretations based
on the relative development of sense organs, such as olfaction, hearing and balance.
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Introduction
Ankylosaurs are a group of quadrupedal armored dinosaurs distributed globally and known
from Lower Jurassic to Upper Cretaceous sediments [1–6], and currently divided into two families: the Ankylosauridae and Nodosauridae [3, 6, 7]. The skull in this group is characterized by
being highly ossified, with fused or obliterated sutural contacts, particularly in the braincase
[6], with few exceptions, such as Pinacosaurus [8] and Kunbarrasaurus [9]. Moreover, the ventral and lateral aspects of the braincase are often further obscured by the prefrontal and postfrontal laterally, and the pterygoids ventrally. The endocranial morphology is only known for
eight taxa. These include the nodosaurids cf. Polacanthus sp. from the Early Cretaceous of
England [10], Struthiosaurus transylvanicus and S. austriacus from the Late Cretaceous of Austria and Romania respectively [11], Cedarpelta from the Early Cretaceous of North America [6,
12], Panoplosaurus mirus from the Late Cretaceous of North America [13], Hungarosaurus sp.
from the Late Cretaceous of Hungary [14] and a partially reconstructed cranial endocast of an
unnamed nodosaurid from Japan [15]; whereas Euoplocephalus sp. [16, 17] from the Late Cretaceous of North America is the only ankylosaurid studied so far (Tarchia and Talarurus, from
the Late Cretaceous of Mongolia, have been preliminarily studied [18, 19]). More recently, the
endocranial morphology of the basal ankylosaur Kunbarrasaurus ieversi from the “mid” Cretaceous of Australia was described [9].
The current understanding of the ankylosaurian paleoneurology is, however, still poor. As
mentioned, although several cranial endocasts have been described or illustrated, detailed
information regarding cranial neurovascular passages, inner ear morphology and airflow system along the nasal cavities is unknown in most taxa [17]. The sources of endocranial information vary. In some cases the endocranial cavity is exposed by fractures, as illustrated by
Talarurus ([20] see their Fig 7), allowing the direct observation of the structures. In other cases
the sediment infilling the cavity is removed mechanically, allowing latex endocasts to be made
[12, 14, 21]. More recent studies were made using CT scans, a non-invasive technique [13, 17,
18, 22], that allowed in the best case, digital reconstructions of the ankylosaur cranial endocast,
inner ear morphology and nasal cavities. This new set of anatomical information also has
potential in paleobiology, as for example olfaction and hearing capabilities were estimated
based on the morphology of the sense organs identified in the cranial endocast (see for example
[9, 13, 17, 18]). In this sense, the most complete source of information corresponds to those
specimens studied using modern techniques and virtual three-dimentional models such as the
basal ankylosaur Kunbarrasaurus, the nodosaurid Panoplosaurus and the ankylosaurid Euoplocephalus [9, 13, 17].
We present here a reinterpretation of the braincase neurovasculature and the complete neuroanatomy of the late Early Cretaceous nodosaurid Pawpawsaurus campbelli [23] based on Xray CT scans. The cranial endocast is completely reconstructed including all nerves and vascular elements. In turn, the complete inner ear is the first described for a nodosaurid ankylosaur
of such geological age. The nasal cavities are almost completely reconstructed allowing comparisons of the airflow system with other taxa such as Kunbarrasaurus [9], Panoplosaurus [13]
and Euoplocephalus [13, 17]. Although the sample of studied taxa is small, the present study
provides an interesting opportunity to compare the neurocranial morphology of Pawpawsaurus within Nodosauridae and within Ankylosauria, in a relatively wide temporal and phylogenetic range.

Materials and Methods
The holotype specimen of Pawpawsaurus campbelli (described and named with a Southern
Methodist University number, SMU 73203, now on display at the Fort Worth Museum of
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Fig 1. Volume-rendered CT-based reconstruction of the skull of the nodosaur dinosaur Pawpawsaurus campbelli (FWMSH93B.00026). Skull in right
lateral (A) posterior, (B) dorsal, (C) and lateroventral, (D) views. Abbreviations: bt, basal tuber; ch, choana; fm, foramen magnum; itf, infratemporal fenestra;
met, metotic foramen (for CN IX–XI and jugular vein); mx, maxilla; nar, external nostril; oc, occipital condyle; orb, orbit; pop, paroccipital process; pt,
pterygoid; q, quadrate; so, supraoccipital. Scale bar equals 5 cm.
doi:10.1371/journal.pone.0150845.g001

Science and History (FWMSH) inventoried as FWMSH93B.00026) is a complete and well preserved skull (Fig 1). This specimen was found in the upper Albian Paw Paw Formation,
approximately 100 Ma [24], Tarrant County, Texas, in 1992. The species was described in
detail by Lee [23], who identified most of the external cranial foramina ([23] see their Fig 10).
Pawpawsaurus was compared to other ankylosaur specimens from the Paw Paw Formation,
including a juvenile with a disarticulated basioccipital and basisphenoid [25]; however, only
the holotype skull is informative with respect to endocranial morphology.
To generate three-dimensional reconstructions of the braincase, cranial endocast, inner ear
and nasal cavities, an X-ray CT scan of the skull (FWMSH93B.00026) was performed at the
high-resolution X-ray computed tomography facility at the University of Texas at Austin
(UTCT), using an NSI (North Star Imaging, Inc.) scanner, with a voltage of 450kV, and a current of 1.5mA. A total of 1815 slices were obtained after a helical continuous CT scan, with an
inter-slice spacing of 0.22 mm. Data were output from the scanner in TIF format and then
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imported into MIMICS 18.0 (Materialise Inc.) for digital extraction of the anatomical features
of interest, whereas final illustrations were made with the software Photoshop (CS3) (Fig 2).
The braincase was virtually “extracted” to avoid other skull bones that obscured its lateral and
ventral views (Fig 3) and a line reconstruction of the lateral wall of the braincase is shown in
Fig 4.
The datasets and parameters are archived at www.digimorph.org. (www.DigiMorph.org/
specimens/Pawpawsaurus_campbelli/). The 3D PDFs in the Supporting Information (S1 and
S2) were generated by exporting the 3D models from MIMICS into MeshLab (Materialise
Inc.). The 3D PDFs can be viewed with any computer using the free Adobe Reader program.
Institutional abbreviations: FWMSH, Fort Worth Museum of Science and History, Fort
Worth; MCM, Mikasa City Museum, Hokkaido, Japan; MMCH, Museo “Ernesto Bachmann”,
Villa El Chocón, Argentina; YPM, Yale Peabody Museum, New Haven; USNM, National
Museum of Natural History, Smithsonian Institution, Washington, USA; ROM, Royal Ontario
Museum, Toronto, Canada.

Description
Cranial endocast
The endocranial cast of Pawpawsaurus is completely reconstructed providing a general image
of the superficial topography of the brain (Fig 5). It reveals the main structures and proportions
of hindbrain, midbrain, and forebrain [21, 26, 27]. The morphology of the cranial endocast of
Pawpawsaurus is, in general, similar to that described for other ankylosaurs [9–11, 13–17],
being anteroposteriorly short and having a globose forebrain and enlarged internal carotid
arteries that transversely enter the distal end of the pituitary fossa (except in Kunbarrasaurus
[9]). The cranial endocast represents approximately 30% of the skull length; whereas the same
ratio is 25% in Euoplocephalus and 40% in Kunbarrasaurus [9]. In Panoplosaurus ([13] see
their Fig 7C) the length of the brain represents 33% of the skull length, suggesting a ratio of
approximately 30% for nodosaurids, higher than that of derived ankylosaurids. The endocast
of Pawpawsaurus is approximately 96 mm long from the foramen magnum to the olfactory
bulbs, and has a maximum width of 35 mm across the cerebral hemispheres. The olfactory
tract is relatively short and the space occupied by each olfactory bulb is oval-shaped and 13.5
mm long. The general shape of the cranial endocast in lateral view (Fig 5C) resembles that of
cf. Polacanthus ([14] see their Fig 6.1).
Forebrain. The features of the forebrain observed in the cranial endocast of Pawpawsaurus include the olfactory tracts and olfactory bulbs (CN, cranial nerve I), the cerebral hemispheres, the optic nerves (CN II), and the pituitary body.
The olfactory tract is 5 mm long and 16.8 mm wide, and slightly ventrally oriented. In the
nodosaurids Panoplosaurus and Hungarosaurus, the olfactory tract and bulbs incline slightly
ventrally, whereas in Struthiosaurus the olfactory bulbs are markedly ventrally oriented ([14]
see their Fig 6). In Pawpawsaurus, the cavities occupied by the olfactory bulbs are oval-shaped
and divergent from the midline at an angle of approximately 75°, similar to the condition
described for the nodosaurid Panoplosaurus ([13] see their Fig 7D) and the ankylosaurid Euoplocephalus [16] and ([13] see their Fig 8D).
Recent studies state that in non-avian and avian theropods, the olfactory ratio [28] is a measure of the relative importance of olfaction through large scale evolution, where larger ratios
indicate better olfactory capabilities (the olfactory ratio is calculated as the ratio between the
longest diameter of the olfactory bulb and the longest diameter of the cerebral hemisphere,
regardless of orientation, multiplied by 100). The olfactory ratios in Pawpawsaurus (46.2),
Panoplosaurus (44.0, based on [13], see their Fig 7), and Euoplocephalus (52.0, based on [13],
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Fig 2. Volume-rendered CT-based reconstruction of the skull of the nodosaur dinosaur Pawpawsaurus campbelli (FWMSH93B.00026). In the
images of the left side the bone is rendered semitransparent to show the endocranial cavity (in blue) and the nasal cavities (in light blue). Skull right lateral (A,
B), right anterolateral (C,D) and ventral (E,F) views. Abbreviations: ch, choana; endo, cranial endocast; if, lateral temporal fenestra; nar, external nostrils; oc,
occipital condyle; olf, olfactory region of the nasal cavity; orb, orbit; q, quadrate; th, teeth row; ves, vestibular region of the nasal cavity; 1, dorsal alveolar
canal (for maxillary branch of trigeminal nerve, and maxillary vein and artery); 2, nasolacrimal canal (for nasolacrimal duct). Scale bar equals 5 cm.
doi:10.1371/journal.pone.0150845.g002
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Fig 3. Volume-rendered CT-based reconstruction of the braincase of Pawpawsaurus campbelli
(FWMSH93B.00026), isolated virtually from other skull bones. Braincase in right lateral (A), lateroventral
(B), and anteroventral (C) views. Abbreviations: bt, basal tuber; btp, basipterygoid process; fo, fenestra
ovalis; ic, internal carotid artery; ios, interorbital septum; met, metotic foramen (for CN IX–XI and jugular vein);
oc, occipital condyle; olf, olfactory region of the nasal cavity; ocv, orbitocerebral vein; pop, paroccipital
process; rid, low ridge of bone separating CN II from CN III-IV; rmcv, rostral middle cerebral vein; sph,
sphenoid artery; I–XII, cranial nerves. Scale bar equals 5cm.
doi:10.1371/journal.pone.0150845.g003

see their Fig 8) are approximately similar, suggesting a similar olfaction capability for the three
taxa (the ankylosaurid taxon showing the largest ratio). The olfactory ratios calculated here for
the three mentioned ankylosaurs are similar to those ratios calculated for ceratosaur theropods,
and the extant crocodile Alligator (see [28] and their Table 1].
The cerebral region is domed dorsally, although in lateral view the dorsal margin appears
more flattened (Fig 5C). In dorsal view the fissura interhemispherica is not visible, indicating
the presence of an enlarged dorsal longitudinal venous sinus and a thick dura mater, as in most
other dinosaurs [21, 29], but unlike derived non-avian theropods and hadrosaurs [30, 31].
However, the cerebral hemispheres are easily discernible in the endocast. They are dorsally and
laterally expanded, as in other ankylosaurs [13, 14]. In lateral view, the cerebrum is slightly elevated above the level of the cerebellum, as in Panoplosaurus, Struthiosaurus and Hungarosaurus, but unlike the markedly dorsally expanded cerebrum in cf. Polacanthosaurus [14].
The complete cast of the pituitary chamber could not be reconstructed. However, the general shape and orientation is discernible in the CT scans, showing that the pituitary descends
vertically from the ventral surface of the endocast. The infundibular stalk is anteroposteriorly
short and transversely wide (Fig 5B–5D). The pituitary is distally confluent with the two large

Fig 4. Simplified line drawing of the right lateral side of the braincase of Pawpawsaurus
(FWMSH93B.00026) showing the re-interpretation of the cranial nerves. Abbreviations: bo, basioccipital;
bt, basal tuber; eo, exoccipital; fm, foramen magnum; fo, fenestra ovalis; ic, internal carotid artery; jv, jugular
vein; ls, laterosphenoid; met, metotic foramen (for CN IX–XI); oc, occipital condyle; ocv, orbitocerebral vein;
op, opisthotic; pop, paroccipital process; pro, prootic; q, quadrate; rmcv, rostral middle cerebral vein; so,
supraoccipital; sph, sphenoid artery; II–XII, cranial nerves.
doi:10.1371/journal.pone.0150845.g004
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Fig 5. Surface-rendered CT-based reconstructions of the cranial endocast and left endosseous labyrinth of Pawpawsaurus campbelli
(FWMSH93B.00026). In the figures, the right inner ear is a mirrored image from the left inner ear. Cranial endocast in dorsal (A), ventral (B), right lateral (C),
and lateroventral (D) views. Abbreviations: cer, cerebral hemisphere; dhv, dorsal head vein; fo, fenestra ovalis; ic, internal carotid artery; ie, inner ear; lag,
lagena; med, medulla; ob, olfactory bulb; ocv, orbitocerebral vein; ot, olfactory tract; pit, pituitary;; rmcv, rostral middle cerebral vein; sph. sphenoid artery; I–
XII, Cranial nerves; ve? vein?. Scale bar equals 10 mm.
doi:10.1371/journal.pone.0150845.g005

passages for the internal carotid arteries, which enter the pituitary cavity transversely, at an
angle of 180°, as in other ankylosaurs [17–19] (Fig 4B and 4C), except Kunbarrasaurus [9]. On
the lateral side of the basicranium, a small vascular foramen, probably for the sphenoid artery
[17, 32, 33] lies just anterior to the internal carotid artery, entering the basisphenoid and joining the internal carotid artery passage (Fig 5C and 5D).
The optic nerves (CN II) have short passages, divergent from the midline (Fig 5B) and each
exit the braincase through large and oval foramina, probably enclosed only by the orbitosphenoids. On the lateral wall of the braincase, the foramen for CN II is separated from CN III and
IV by a curved shallow ridge of bone (Fig 3).
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Midbrain. The visible mesencephalic structures in the endocast of most dinosaurs consist
of the optic lobes and cranial nerves III and IV. The optic lobes in Pawpawsaurus are not
clearly defined in the endocast (Fig 5). As in Panoplosaurus [13] the dorsal surface of the endocast is smooth and no “epiphysis marks” are observed as in Struthiosaurus and Hungarosaurus
[14].
On the lateral wall of the braincase, immediately posterior to the foramen for CN II, there
are three large foramina vertically disposed, and separated from the optic nerve by a shallow
ridge of bone anteriorly (Fig 3B). The dorsalmost foramen is the smallest in diameter, and
transmitted the orbitocerebral vein, which is found for example in other ankylosaurians [9, 17,
29] as well as in other dinosaurs such as sauropods [34–36], ceratopsians [33] and theropods
[37, 38]. The large foramen located below the orbitocerebral vein corresponds to the CN IV
(Fig 3). Due to the quality of the CT scans it is unclear whether a passage confluent with the
proximal section of the infundibular area (identified in Euoplocephalus as the “sinus of the
pituitary” [17]) occurs. The larger foramen ventral to CN IV and posteroventral CN II corresponds to CN III (Figs 3 and 4). Within the studied ankylosaurs, separate foramina for CN III
and IV were described in Cedarpelta [12]; whereas in Euoplocephalus the roots for CN III and
IV share the same passage exiting the braincase though a single foramen [16,17] (contra [39]
which illustrate separate foramina for this taxon), as in the basal ankylosaur Kunbarrasaurus
ieversi [9]. Our reinterpretation of Pawpawsaurus cranial foramina III–IV based on the CT
scans is shown in Fig 4.
Hindbrain. The visible features in this region of the cranial endocast include the cerebellum, the medulla oblongata, and cranial nerves V–XII (CN VIII is not observed in the CT
scans). The cerebellar region is not expanded dorsally but slightly laterally. The development of
the cerebellar area in cranial endocasts in ankylosaurs has been related to locomotor capabilities [14]. However, in Pawpawsaurus most of the lateral expansion forming a well-marked vertical bulge- is probably not due to an expansion of the cerebellum itself, but to an enlarged
transverse venous sinus (Fig 5C). An enlarged vascular sinus running ventrally from the dorsal
longitudinal sinus (see for example [29]) to reach the trigeminal nerve was identified as the
infilling of the dorsal head/caudal middle cerebral vein system in the sauropod Spinophorosaurus [35]. This sinus is also evident in other basal sauropods such as dicraeosaurids [40] and
rebbachisaurids [41, 42], although not well developed in theropod and ornitischian dinosaurs.
The transverse sinus present in Pawpawsaurus and other ankylosaurs (cf. Polacanthus and
Panoplosaurus [14], see their Fig 6.1, 6.6]) is relatively larger than that observed in sauropods.
In the endocasts of Struthiosaurus, Hungarosaurus and cf. Polacanthus ([14] see their Fig 6),
the dorsal longitudinal sinus is better developed than in Pawpawsaurus. In Pawpawsaurus,
there is no floccular recess on the wall of the vestibular eminence as in other nodosaurids, but
unlike some ankylosaurids [17, 18].
The medulla oblongata is anteroposteriorly short and transversely wide (Fig 5B). The width
of the medulla is similar to the width of the cerebral region (Fig 5A). In lateral view, the ventral
margin of the medulla oblongata is flat (Fig 5B), as in cf. Polacanthus and Struthiosaurus, but
unlike the ventrally concave medulla observed in Hungarosaurus and Panoplosaurus ([14] see
their Fig 6.5, 6.6).
All branches of CN V exit the braincase through a single foramen, located dorsal to the
internal carotid foramen, at the level of the base of the basipterygoid process (Figs 3A and 5C
and 5D). On the lateral side of the braincase, a well-defined vertical ridge separates CN V from
CNs III and IV (Fig 3C). The laterosphenoid and the prootic, probably form the margins of the
trigeminal foramen, as in most dinosaurs [43] and extant archosaurs [44]. The passage for CN
V is large in diameter (approximately 7 mm), and runs slightly ventrolaterally from the ventral
section of the endocast (Fig 5C).
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The CT scans provided new information that allowed us to identify the small, anteriorly
directed foramen for CN VI, ventral to CN III, which is not observed in lateral view of the
braincase in the articulated skull (Fig 3B). Each root for CN VI is close to the midline and its
counterpart, and each passage is anteroventrally oriented, diverging from the middle at an
angle of approximately 55° (Fig 5B and 5D). The passage is small in diameter and runs lateral
to the pituitary, exiting the braincase through a small foramen located ventral to CN III (Fig
3C).
The passage for CN VII is small in diameter compared with CNs II–V. It is long and anteroventrally projected, exiting the braincase though a small foramen just posterior to CN V (Fig
3A). On the lateral side of the braincase, CNs V and VI open within a shallow depression
delimited by the crista antotica anteriorly, and by the crista prootica posteriorly (Fig 3C).
The passage for CN VIII is poorly visible in the CT scans and is not shown in the digital
endocast. The small-diameter passage, running from the endocranial cavity into the vestibular
area of the inner ear, may represent one of the branches of the auditory nerve.
Cranial nerves IX–XI and the jugular vein exit the braincase through the metotic foramen,
which is clearly visible in posterior view and partially visible in lateral view (Figs 1D and 3B).
The foramen is 8-shaped due a constriction that is separating a larger lobe anteriorly and a
smaller lobe posteriorly, the latter probably for the jugular vein [23]. Although separate
branches for the different nerves are not clearly visible in the CT scans, there is a separate passage (smaller in diameter) running slightly posteroventral to the main passage for CNs IX and
XI, and joining it before exiting the braincase through the posterior section of the metotic foramen (Fig 4). This passage may represent a separate canal for the anterior branch of CN XII,
which is merged to the posteroventral corner of the metotic foramen in Euoplocephalus [17].
In Pawpawsaurus, the quality of the CT scans allowed the recognition of a single passage for
all the branches of CN XII (Fig 1B). However, separate roots for the hypoglossal nerve branches
may have joined before exiting through the single foramen on the lateral side of the braincase
(Fig 5B–5D). Furthermore, the elongate shape of the reconstructed root suggests the presence
of two adjacent branches, one dorsal and one ventral. The nodosaurid Polacanthus [10] and
the ankylosaurids Euoplocephalus sp. and Struthiosaurus ([14] see their Fig 6) have two passages for the branches of the hypoglossal nerve.
Vascular elements. The internal carotid artery, orbitocerebral vein, rostral middle cerebral
vein, and the caudal middle cerebral vein are identified in the endocast. As mentioned, the
large external foramen for the internal carotid artery is located on the basicranium ventral to
CN V and enclosed by the parabasisphenoid (Fig 3A). The internal carotid artery passage has a
large diameter and enters transversely the distal end of the pituitary (Fig 5B). The large size
and the mostly transverse disposition of the internal carotid passage is also observed in the
ankylosaurids Euoplocephalus [17], Tarchia and Talarurus [18, 19], indicating that this character is plesiomorphic for Ankylosauria.
In the braincase, adjacent to the internal carotid artery foramen is the foramen for the sphenoid artery, as described in Euoplocephalus [17] (Figs 3A and 5C). In Pawpawsaurus, however,
the passage for this vascular element joins the passage of the internal carotid artery on its way
into the pituitary fossa, instead of entering the pituitary fossa separately. Foramina in the basisphenoid communicating with the pituitary cavity are present in Talarurus, identified as the
“pituitary vein” and the “ophthalmic artery” by Turmanova ([20] see their Fig 7A); whereas
Norman and Fraiers [10] described a combined passage for the “palatine artery” in cf. Polacanthus. In other dinosaurs, this foramen has been identified as for the “sphenoid artery” in
titanosaurid sauropods (e.g. [45]; “pituitary vein” in [34]; the ceratopsid Pachyrhinosaurus
[33]; and the abelisaurid theropod Majungasaurus [37]). We follow here the terminology used
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by the authors mentioned above [33, 35], who interpret the foramina leading into the pituitary
fossa as the foramen for the sphenoidal artery, as present in birds [32].
As mentioned, the CT scans allowed the identification and description in Pawpawsaurus of
the orbitocerebral vein, the rostal middle cerebral vein, and the dorsal head vein for the first
time. The orbitocerebral vein [29] has a small passage ventral to the cerebral hemisphere that
runs laterally to exit the braincase into the orbital vault area (Fig 3D) through a small foramen
located dorsal to CN IV (Fig 5C and 5D). The cerebral branches of the dorsal longitudinal
sinus drain into the orbit via the orbitocerebral vein canals [29, 33]. An orbitocerebral vein was
identified in Kunbarrasaurus [9] and Euoplocephalus [17], whereas a similarly located blood
vessel was identified as the “vena capitis anterior” in the Hokkaido nodosaurid [15] and as the
“vena cerebralis media” in Polacanthus [10]. When this foramen is not present, the vein drains
through the CN IV foramen [29, 40, 46].
The rostral middle cerebral vein has a short passage located dorsal to the root of the trigeminal nerve (CN V) (Fig 5C and 5D). The external foramen for this vein is located posterior to
the orbitocerebral vein and separated from it by a robust ridge of bone (Fig 3A). A shallow vertical ridge on the endocast joins the rostral middle cerebral vein with the passage for CN V,
indicating the presence of a transverse venous sinus, as observed in other dinosaurs such as
titanosaurs [34]. The dorsal head vein is dorsal to CNs V and VII, and is widely separated from
its counterpart in dorsal view (Fig 5A). Its passage is small in diameter and is partially reconstructed on the left side. It runs from the dorsal expansion (dural peak) of the endocast, slightly
laterodorsally to exit into the dorsal and median section of the supratemporal fossa. The exit
foramen for this vein is obscured by sediment and is not visible in the lateral view of the braincase. A pair of small passages lies on the dorsal margin of the medulla, close to the midline.
Only the base of these passages can be reconstructed using CT scans. These are probably associated with the dorsal venous longitudinal sinus.
The orbitocerebral vein, the rostral middle cerebral vein and the dorsal head vein have been
described in the ankylosaurid Euoplocephalus (“posterior middle cerebral vein” in [17] and the
basal ankylosaur Kunbarrusaurus [9]). In the nodosaurid Polacanthus [10] four vessels are recognized on the endocast as the “vena cerebralis media”, one located dorsal to the cerebellum,
one located dorsal to CN V, and two anterodorsal to CN IV. Based on their relative positions
with respect CNs V and IV, they probably correspond to the dorsal head vein, cerebral vein,
rostral middle cerebral vein, and orbitocerebral veins, respectively.

Inner ear
The left inner ear of Pawpawsaurus was digitally reconstructed (Fig 6), whereas the right inner
ear is a mirrored image, as presented in Fig 5. The general morphology of the inner ear is similar to that described in other ankylosaurs [13,16–18], except in Kunbarrasaurus [9] in which
the semicircular canals are short, robust, and low, with a robust, conical and elongate lagena.
Although a preliminary study suggested the presence of an elongate lagena in Pawpawsaurus
[18], further identification of the fenestra ovalis indicates that the lagena is in fact short
(approximately 5 mm length).
In Pawpawsaurus, the complete inner ear is approximately 27 mm tall and has a maximum
width of 15.5 mm at the level of the semicircular canals (Fig 6). The anterior semicircular canal
is slightly larger than the posterior semicircular canal, although the dorsal margins of both
canals are approximately at the same level, unlike the condition in Euoplocephalus [13] in
which the anterior semicircular canal is larger than the posterior canal. In Pawpawsaurus, the
angle formed between the anterior and posterior semicircular canals is approximately 100° (Fig
6A). The lateral semicircular canal is robust, with a markedly small diameter (Fig 6A and 6B).
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Fig 6. Digital reconstruction of the left inner ear of Pawpawsaurus campbelli (FWMSH93B.00026). In
dorsal (A), lateral (B), posterior (C), and anterior (D) views. Abbreviations: asc, anterior semicircular canal; cc,
crus communis; fo, fenestra ovalis; lag, lagena; lsc, lateral semicircular canal; psc, posterior semicircular
canal. Scale bar equals 10 mm.
doi:10.1371/journal.pone.0150845.g006

The fenestra ovalis marks the limit between the vestibulum and the lagena, indicating that
the length of the lagena in Pawpawsaurus is shorter than the semicircular canals in lateral view
(Fig 6). Similar relative size of the lagena is observed in most basal theropods (e.g., [37], see
their Fig 19 and [47], see their Fig 8U), sauropods (e.g., [41], see their Fig 1G and [34], see their
Fig 9) and ornithischians (e.g., [33], see their Fig 3 and [48], see their Fig 8). However, the
lagena in Euoplocephalus is clearly as long as or longer than labyrinth height [13, 17], and this
seems to be true also for the Mongolian genus Tarchia [19]. Miyashita et al. [17] stated that
hearing was probably the most important sense for ankylosaurs. The shorter lagena observed
in Pawpawsaurus suggests that hearing was probably an important sense in ankylosaurids [17]
but less so in nodosaurids and probably the basal ankylosaur Kunbarrasaurus [9].

Nasal cavity
Each paired nasal cavity comprises a tube that opens outside through the external nares and to
the mouth trough the choanae. As in other vertebrates, three main parts are recognized within
the nasal cavity: an anterior vestibulum, a middle cavum proprium (respiratory and olfactory
conchae lie within this section), and a postseroventral nasopharyngeal duct [49–51]. In lateral
view, the cast of the nasal cavity is oriented at an angle of approximately 155°–160° with respect
to the main axis of the endocast (Fig 2B), similar to that observed in Kunbarrusarus [9],
whereas the angle is approximately 135°–140° in Panoplosaurus ([13] see their Fig 7E), and
120° in Euoplocephalus ([13] see their Fig 8C).
The nasal cavity of Pawpawsaurus is complete, although the internal laminae delimiting the
loops of the airway described in Panoplosaurus and Euoplocepahlus [13, 17] are not preserved,
probably because they were cartilaginous (Figs 2 and 7). The CT scan shows on the left side
(the unprepared side of the braincase) a series of low ridges partially segregating the various
cavities, which probably represent incomplete or unossified laminae. The impression of those
loops of the airway on the internal walls of the nasal cavity allow a partial three-dimensional
reconstruction of the dorsal morphology of the airflow loopings (Fig 7A and 7B). The interpretation of the airway path inside the nasal cavity and airway of Pawpawsaurus (Fig 7C) is consistent with the morphology and airway path described for Panoplosaurus and Euoplocephalus
[13,17]. In both these Late Cretaceous forms, the airflow ascends from the nostril caudodorsally forming the rostral loop, turns laterally, then rostroventromedially completing the loop
below the ascending tract, and then ascends again caudodorsally forming a second loop which
arches caudoventrally into the choana [13].
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Fig 7. Surface-rendered CT-based reconstruction of the cranial endocast and nasal cavities of Pawpawsaurus campbelli (FWMSH93B.00026). The
posterior olfactory region of the nasal cavity is indicated in color magenta. The airflow pathway interpretation is indicated as black arrows in (C). In left lateral
(A), dorsal (B) and lateroventral (C) views. Abbreviations: aw, airway; ca.lo, caudal loop?; dalv, dorsal alveolar canal (for maxillary branch of trigeminal nerve,
and maxillary vein and artery); endo, endocranial cavity; nar, external nostril; nlc, nasolacrimal canal (for nasolacrimal duct); ob, olfactory bulbs; olf, olfactory
region; ro.lo, rostral loop?; ves, vestibulum of the nasal cavity. Scale bar equals 10 mm.
doi:10.1371/journal.pone.0150845.g007

In Pawpawsaurus, the nasal cavities are separated by a median ridge, although this separation is complete only posteriorly (Fig 7B). In dorsal view, there are two main sectors in each
nasal cavity. The posterior part is adjacent to the olfactory bulb and corresponds to the olfactory region of the nasal cavity, as interpreted by Witmer and Ridgely [13] in Panoplosaurus
and Euoplocephalus. Each olfactory region is in turn subdivided by a deep longitudinal groove,
resulting in what seems to be a posterior looping of the airway path near the olfactory bulb.
This part of the cavity offers the surface area for the olfactory epithelium [48, 52]. In Pawpawsaurus, the olfactory region of each side is separated by a longitudinal groove, suggesting the
presence of a third loop in the airflow, although the flow direction is uncertain (Figs 2D and 7).
A similar separation of the olfactory region is present in Euoplocephalus, where the median
part corresponds to the caudal loop of the airway path ([13] see their Fig 8B) and the lateral
expansion corresponds to the olfactory cavity.
The anterior section of the nasal cavity is anteroposteriorly elongate and represents the rostral and caudal loops of the airway path described in Panoplosaurus [13]. In Pawpawsaurus
these loops are not markedly expanded dorsally (Fig 7). As observed in dorsal view, each naris
leads into an anteroposteriorly elongate tube. The airflow then turns laterally and then anteroventrally forming the anterior loop, similar to but less laterally pronounced than in Panoplosaurus(Figs 2B and 7).The caudal loop however, is not clearly discernible, but seems to lie in a
vertical plane (Fig 7), whereas both, rostral and caudal loops are horizontal in Panoplosaurus.
In Pawpawsaurus, two large parallel neurovascular passages related to the nasal cavity lie on
each side of the skull (Fig 2B). Both passages open on the anterior wall of the orbit (Figs 2B and
8) and communicate anteriorly with the nasal cavity. The ventral passage runs along the maxilla (Figs 2, 6 and 8) and corresponds to the dorsal (= superior) alveolar canal, as the one
observed in extant reptiles, such as crocodiles ([53] see their Fig 3a). In extant reptiles [54] the
maxillary branch of the trigeminal nerve (n. alveolaris dorsalis caudalis [52, 55] or “superior
alveolar nerve”, for innervation of the teeth, surface of the snout and inner surface of the nasal
passage [56]), plus vascular elements such as the maxillary artery and vein [54, 57] (e.g. infraorbital artery in [56, 58]), passed through this canal. In Pawpawsaurus, it runs parallel to the
tooth row, indicating its relation with the maxillary branch of the trigeminal nerve [57]. The
dorsal alveolar canal has an external foramen located ventrally on the anterior wall of the orbit
(”superior alveolar foramen” in [57], “infraorbital foramen within the maxilla” in [54]), which
is enclosed probably between the fused pterygoid and the maxilla in Pawpawsaurus (Fig 8).
The dorsal passage corresponds to the nasolacrimal canal, for the nasolacrimal duct. It is
adjacent to and ventrally confluent with the airway path below the rostal loop (Figs 2,6 and 8),
having an external foramen located dorsally on the anterior wall of the orbit (Fig 8). In crocodilians, the nasolacrimal duct passes through the lacrimal bone from the orbit to the nasal cavity, draining the lacrimal fluid [52, 55]. In Pawpawsaurus, as in most ankylosaurs, skull sutures
are obscured by fusion and it is not possible to establish which bones form the anterior wall of
the orbit. In Pinacosaurus however, the participation of the lacrimal in the rostral margin of
the orbit was described [59] together with a large “lacrimal foramen”. The nasolacrimal duct
was also recently described within the lacrimal of Kunbarrasaurus [9]. In Pawpawsaurus, the
location of this foramen and canal (running across the lacrimal), and its relation with the nasal
cavity, supports its identification as the nasolacrimal canal (Fig 8).

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

14 / 22

Endocranial Morphology of the Nodosaurid Dinosaur Pawpawsaurus campbelli

Fig 8. Detail of the skulls of Pawpawsaurus campbelli (FWMSH93B.00026) (left) and the extant crocodile Caiman (right) in right lateral view. In the
images at the top the bone is rendered solid (A,D), whereas in the images below, the bone is rendered semitransparent to show the nasal cavity and the
neurovascular passages (B,E). In Pawpawsaurus, the lateral section of the orbital margins was sectioned parasagittaly to allow the observation of the
anterior wall of the orbit. Nasal cavity and neurovascular passages rendered isolate (C,F). Abbreviations: dalv, dorsal alveolar canal (for maxillary branch of
trigeminal nerve, and maxillary vein and artery); dalv.f, dorsal alveolar canal foramen in the anterior wall of the orbit; lac, lacrimal; mx, maxilla; nar, external
nostrils; nas, nasal cavity; nlc, nasolacrimal canal; nlc.f, nasolacrimal canal/duct foramen; orb.r, orbital rim; pt, pterygoid. Not to scale.
doi:10.1371/journal.pone.0150845.g008
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Comments on Paleobiological Implications of Endocranial
Morphology
Nasal cavities and airway path
Olfaction and vomeronasal chemoreception constitute the chemical senses associated with the
nasal region, which play an important role in sensory, thermal, and respiratory physiology [50,
51]. In ankylosaurs, the nasal cavity has a rich blood supply, as described for Euoplocephalus [13,
17], Panoplosaurus [13], and Pawpawsaurus in the present study. In Pawpawsaurus, the olfactory
region of the nasal cavity is anteroposteriorly shorter than the cranial endocast, whereas in Late
Cretaceous taxa the olfactory part of the nasal cavity is as long as the endocranial cast.
In ankylosaurs the external nares are delimited by deep depressions [60]. This indicates a
deep vestibule, which is clearly differentiated in the endocast from the main nasal cavity (Figs
2F and 7B). In this anterior region of the nasal cavity the external nasal gland is located. It is
usually the largest of the nasal glands in all orders of extant Reptilia, and it is located dorsally
and laterally within the nasal cavity, between the cartilaginous nasal capsule and the bony skull
[49]. Osmólska [60] stated that extended bony nostrils present in ankylosaurs are common in
large herbivorous dinosaurs and indicate the presence of a salt nasal gland. However, in other
extant reptiles such as some lizards (e.g., iguanids) the elongation of the vestibulum of the
nasal cavity is correlated with a specialization for desert life [61] by preventing entrance of
sand particles. In the cast of the nasal cavity of Pawpawsaurus, there is no evidence of the presence of an enlarged nasal gland, nor the presence of a salt gland. Although the anterior region
of the nasal cavity may have hosted an enlarged nasal gland, the function of the enlarged vestibulum in Pawpawsaurus and other ankylosaurs remains unknown.
The airway paths in Pawpawsaurus (Fig 7C) and Panoplosaurus are simpler in shape and
size compared to the complex airway path developed in Euoplocephalus [13]. In Pawpawsaurus, the rostral and caudal loops seem to be more vertical and less laterally expanded than
in Panoplosaurus. Witmer and Ridgely [13] concluded that the nasal airway of nodosaurids
(i.e., Panoplosaurus) was more complicated than previously thought, although it seems simple
when compared to the nasal airway of ankylosaurids (i.e., Euoplocephalus). In turn, the airway
path in the nasal cavity of Pawpawsaurus seems to be similar to its more derived relative Panoplosaurus, although some differences can be noted (e.g. relative size of endocranial cast/nasal
cavity; the angle between the cranial endocast and the nasal cavity is wider in Panoplosaurus;
the rostral and caudal loops are disposed more vertically in Panoplosaurus and they are more
dorsally expanded than in Pawpawsaurus) suggesting an enlargement and lateralization of the
anterior and posterior loops in the Late Cretaceous form (Fig 7). When the cranial endocast is
oriented horizontally, the nasal cavity is more anteroventrally oriented in Panoplosaurus and
more horizontal in Pawpawsaurus. The variation of the airway pattern observed in the nasal
cavities of ankylosaurs has been related to variation on the production of sounds [13]. This is
interesting because vocalizing vertebrates generally produce sound frequencies within the
range of their hearing [62]. The more complex nasal cavity plus the enlarged lagena present in
ankylosaurids such as Euoplocephalus [13, 17], versus the simpler nasal cavities plus shorter
lagena in nodosaurids such as Panoplosaurus [13] and Pawpawsaurus may be related to the
range of sounds these animals produced and received in a family level.

Inner ear and hearing capabilities
The fluid-filled ducts within the three semicircular canals sense angular accelerations of the
head and operate in conjunction with reflex arcs to cervical and extraoccular muscles to stabilize the head and maintain visual fixation [63]. In Pawpawsaurus the anterior semicircular canal

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

16 / 22

Endocranial Morphology of the Nodosaurid Dinosaur Pawpawsaurus campbelli

is not markedly larger than the posterior semicircular canal, whereas in Euoplocephalus the anterior semicircular canal seems to be at least twice the size of the posterior semicircular canal ([13]
see their Fig 8I). The inner ear of Kunbarrasaurus ieversi [9] is markedly different from that of
Euoplocephalus and Pawpawsaurus, being proportionally enormous relative to the size of the
skull, with short crus communis and short semicircular canals. Except for these three genera,
there is no published information on ankylosaur labyrinth morphology. Comparative studies in
extant mammals established the relationship between locomotor agility and canal size, indicating
that sensitivity increases with increasing of canal size [64]. Moreover, recent studies [63] state
that biped dinosaurs exhibit relatively larger canals. In sauropods, the enlargement of anterior
semicircular canal in particular was associated with behavioral patterns that require agility in the
head movements [41]. Within ankylosaurs, an increment of agility in the head movements in
ankylosaurids when compared to nodosaurids can be suggested; however, the lack of inner ear
data in most taxa prevents further interpretations at this point.
The length of the lagenar ducts represent the dimensions of the auditory sensory epithelium,
which in turn are related to the hearing frequency sensitivity and auditory capability [65, 66]. The
length of the lagena in Pawpawsaurus is approximately 4mm (Fig 4). According to Manley [65],
this length of basilar membrane falls within that of the extant caiman, sensitive to a frequency of
about 2–4 kHz. This result also is congruent with the maximum 3kHz level stated by Gleich et al.
[67] for large dinosaurs. However, ankylosaurid dinosaurs (i.e., Euoplocephalus [13] and Tarchia
[AP-C, pers. obs.]) show an extremely elongate lagena, possible the longest within dinosaurs. The
length of the lagena correlates highly with hearing range [62], indicating not only that hearing was
an important sense for ankylosaurids [13], but they also heard a wider range of frequencies than
most dinosaurs. The relatively shorter lagena in Pawpawsaurus may indicate that taxon perceived
a lower range of sounds than ankylosaurids such as Euoplocephalus [17] and Tarchia [19].

Presence vs absence of floccular recess in ankylosaur endocrania
A remarkable trait is the presence of the flocculus of the cerebellum in the cranial endocast of
some ankylosaurs ([13] see their Fig 8E,I) and [19], which is observed because it was large enough
to leave an impression on the anterior side of the vestibular eminence (= floccular recess). In Euoplocephalus [13], Tarchia [19] and Talarurus [19, 20], the flocculus is not particularly large but it
is well defined as a pyramidal projection posterodorsal to the roots of CNs V–VII on the lateral
side of the endocast, slightly posteriorly projected towards the anterior semicircular canal of the
inner ear. The flocculus is characteristic of theropods but is absent in most sauropods, with few
exceptions such as the rebbachisaurids Nigersaurus [41] and MMCH-PV 63 [42], the dicraeosaurid Dicraeoesaurus [68] and the titanosauriformes Giraffatitan (“Brachiosaurus” in [46]). The
development of the flocculus in non-avian theropod dinosaurs has been historically associated
with bipedalism [69], and consequently its presence was expected in bipedal ornithischians [70].
However, the floccular recess has not been documented in any other bipedal or quadruped
ornithischian braincase including ornithopods (e.g., Camptosaurus: YPM 1856); hadrosaurs (e.g.,
Anatosaurus: YPM 2134), and ceratopsians (e.g., Triceratops: USNM V5740, ROM 59423, ROM
59424; Pachyrhinosaurus: [33]). Galton [71] illustrates a flocculus in the endocasts of Stegosaurus
ungulatus, S. stenops, and Kentrosaurus aethiopicus, although the floccular recess is not present
in another specimen of Stegosaurus sp. (YPM 1853, pers. obs).
Within ankylosaurs, the flocculus (or more specifically the floccular recess) was first identified
in the ankylosaurid Euoplocephalus [17], and more recently using CT scans, in Tarchia [19] and
Talarurus [19]. The flocculus leaves no impression in the cranial endocasts of the nodosaurids
Pawpawsaurus, Struthiosaurus (YPM 57173, [11], and an unnamed specimen from Japan ([15]
see their Fig 4A). It is also absent in the basal ankylosaur Kunbarrasaurus ieversi [9].
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As mentioned, the development of the flocculus in quadrupedal dinosaurs is rare [41, 42,
46, 68], and its paleobiological implications are poorly understood [72]. Recent studies on bird
brain evolution state that the flocculus functions are not simply related to flight capabilities
[73] but principally with gaze stabilization capabilities [74]. Within ankylosaurs flocculus (or
its impression on the vestibular eminence, the floccular recess) has been identified only in
ankylosaurids so far. Based on the statement of Walsh et al. [74] (that the development of the
flocculus is related to an increase of gaze stabilization), we hypothesize that the development of
the flocculus plus an enlarged anterior semicircular canal in ankylosaurids, is related to a
higher gaze stabilization capability when compared to nodosaurid ankylosaurs. In this context,
ankylosaurids are the only family of ankylosaurs bearing a heavy tail club [6], a structure probably evolved for delivering forceful impacts through the powerful swing of the tail [75, 76].
Although swinging behavior of the tail has been tested positively in ankylosaurids, it remains
unknown whether the active movements of the club tail were used for intraspecific combat or
interspecific defense [74]. The hypothesized higher gaze stabilization in ankylosaurids (based
on the neuroanatomy), may have been related to the particular head movements demanded by
the active use of the heavy club-tail.

Conclusions
The endocranial cast of Pawpawsaurus described here is one of the most complete nodosaurid
endocasts known; comparisons with other ankylosaurs suggest that the reduction of the flocculus is characteristic of nodosaurids. The first complete inner ear morphology is also described
for this group. The orbitocerebral vein, the rostral middle cerebral vein and the dorsal head
vein were identified for the first time in Pawapawsaurus. The position of the foramina for cranial nerves II–VI and the internal carotid artery were re-interpreted, whereas the nasolacrimal
canal and the dorsal alveolar canal were described using CT scans.
The new information on the endocranial morphology of Pawpawsaurus add more anatomical data that has potential use not only in taxonomy and phylogeny, but also in the paleobiology of this group of dinosaurs through interpretations based on the relative development of
sense organs, particularly olfaction, hearing and balance. For example, in extant vertebrates it
has been shown that the endosseous labyrinth closely follows the path and shape of the membranous semicircular ducts [77], and also that the length of the lagena correlates highly with
hearing range [62]. In Pawpawsaurus and also in the basal ankylosaur Kunbarrasaurus ieversi
[9] the length of the lagena indicates that these taxa heard a lower range of frequencies than
Late Cretaceous ankylosaurids such as Euoplocephalus [13] and Tarchia [19]. Finally, the olfactory region of the nasal cavity in Pawpawsaurus is relatively smaller than that present in the
Late Cretaceous nodosaurid Panoplosaurus and the ankylosaurid Euoplocephalus, suggesting a
less acute sense of smell for the Early Cretaceous form. However, when compared to theropod
dinosaurs, the olfactory ratios of these three ankylosaur taxa are similar to that present in ceratosaurs, being only overcome by the ratios present in allosauroids and tyrannosaurids [28] (see
their Table 1). The morphology of the rostral and caudal loops of the airway path in Pawpawsaurus and Panoplosaurus indicates greater ossification of the internal laminae and lateralization of the anterior airway loop in Late Cretaceous Panoplosaurus compared to Early
Cretaceous Pawpawsaurus.

Supporting Information
S1 File. 3D pdf of brain and nasal cavities of Pawpawsawurus campbelli
(FWMSH93B.00026). Using Adobe Reader, click on figure to activate 3D functionality. Skull,
cranial endocast, nasal cavities and neurovascular passages related to the nasal cavity can be
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turned off and turned on individually. Skull can be turned semitransparent to allow observation of endocranial features.
(PDF)
S2 File. 3D pdf of braincase, brain and inner ear of Pawpawsawurus campbelli
(FWMSH93B.00026). Using Adobe Reader, click on figure to activate 3D functionality. Skull,
isolate braincase, cranial endocast and inner ear can be turned off and turned on individually.
Skull can be turned semitransparent to allow observation of endocranial features.
(PDF)

Acknowledgments
The authors would like to thank Lacie Ballinger and the Fort Worth Museum of Science and
History for permission to study the holotype skull of Pawpawsaurus (FWMSH 93B.00026).
The skull of Pawpawsaurus was scanned at the High-Resolution X-Ray Computed Tomography Facility at the University of Texas. We thank Michael J. Polcyn for advice and assistance
with CT data. We thank the curators D. Brinkman (YPM), M. Carrano (USNM) and D. Evans
(ROM) for allowing study of material under their care, and P. Bona (Museo de La Plata) for
sharing Caiman CT scan data. M. Kundrát (University of Uppsala) and one anonymous
reviewer enormously improved an earlier version of this manuscript with their comments.

Author Contributions
Conceived and designed the experiments: Y-NL APC LLJ. Performed the experiments: LLJ.
Analyzed the data: APC. Contributed reagents/materials/analysis tools: LLJ APC. Wrote the
paper: APC Y-NL LLJ.

References
1.

Galton PM. Armoured dinosaurs (Ornithischia: Ankylosauria) from the Middle and Upper Jurassic of
Europe. Palaeontographica A. 1983; 182: 1–25.

2.

Dong ZM. An ankylosaur (ornithischian dinosaur) from the Middle Jurassic of the Junggar Basin, China.
Vert PalAs. 1993; 31: 258–265.

3.

Carpenter K. Phylogenetic analysis of the Ankylosauria. In: Carpenter K, editor. The Armored Dinosaurs. Bloomington: Indiana University Press; 2001. pp. 455–483.

4.

Carpenter K. Redescription of Ankylosaurus magniventris Brown 1908 (Ankylosauridae) from the
Upper Cretaceous of the Western Interior of North America. Can J Earth Sci. 2004; 41: 961–986.

5.

Salgado L, Gasparini Z. Reappraisal of an ankylosaurian dinosaur from the Upper Cretaceous of
James Ross Island (Antarctica). Geodiversitas. 2006; 28: 119–135.

6.

Vickaryous MK, Maryanska T, Weishampel DB. Ankylosauria. In: Weishampel DB, Dodson P,
Osmólska H editors. The Dinosauria. Berkeley: University of California Press; 2004. pp. 363–392.

7.

Coombs WP. The families of the ornithischian dinosaur Order Ankylosauria. Palaeontology. 1978; 21:
143–70.

8.

Hill RV, Witmer LA, Norell MA. A New Specimen of Pinacosaurus grangeri (Dinosauria: Ornithischia)
from the Late Cretaceous of Mongolia: Ontogeny and Phylogeny of Ankylosaurs. Am Mus Nov. 2003;
3395, 29pp.

9.

Leahey LG, Molnar RE, Carpenter K, Witmer LM, Salisbury SW. Cranial osteology of the ankylosaurian
dinosaur formerly known as Minmi sp. (Ornithischia: Thyreophora) from the Lower Cretaceous Allaru
Mudstone of Richmond, Queensland, Australia. PeerJ. 2015; 3:e1475; doi: 10.7717/peerj.1475 PMID:
26664806

10.

Norman DB, Faiers T. On the first partial skull of an ankylosaurian dinosaur from the Lower Cretaceous
of the Isle of Wight, southern England. Geol Mag. 1996; 133: 299–310.

11.

Pereda Suberbiola J, Galton PM. Revision of the cranial features of the dinosaur Struthiosaurus austriacus Bunzel (Ornithischia: Ankylosauria) from the Late Cretaceous of Europe. Neues Jahrb Geol P-A.
1994; 191: 173–200.

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

19 / 22

Endocranial Morphology of the Nodosaurid Dinosaur Pawpawsaurus campbelli

12.

Carpenter K, Kirkland JI, Burge D, Bird J. Disarticulated skull of a new primitive ankylosaurid from the
Lower Cretaceous of eastern Utah. In: Carpenter K editor. The Armored Dinosaurs. Bloomington: Indiana University Press; 2001. pp. 211–238.

13.

Witmer LM, Ridgely RC. The paranasal air sinuses of predatory and armored dinosaurs (Archosauria:
Theropoda and Ankylosauria) and their contribution to cephalic structure. Anat Rec. 2008; 291: 1362–
1388.

14.

Ősi A, Pereda Suberbiola X, Földes T. Partial skull and endocranial cast of the ankylosaurian dinosaur
Hungarosaurus from the Late Cretaceous of Hungary: implications for locomotion. Palaeontol Electron.
2014; 17: 1–18.

15.

Hawakaya H, Manabe M, Carpenter K. Nodosaurid ankylosaur from the Cenomanian of Japan. J Vert
Paleontol. 2005; 25: 240–245.

16.

Coombs WP Jr. An endocranial cast of Euoplocephalus (Reptilia, Ornithischia). Palaeontographica
Abteilung A. 1978; 161: 176–182.

17.

Miyashita T, Arbour V, Witmer LM, Currie P. The internal cranial morphology of an armoured dinosaur
Euoplocephalus corroborated by X-ray computed tomographic reconstruction. J Anat. 2011; 219: 661–
675. doi: 10.1111/j.1469-7580.2011.01427.x PMID: 21954840

18.

Paulina-Carabajal A, Lee YN, Jacobs L, Kobayashi Y, Currie P. Comparision of the endocranial morphology of the nodosaurid Pawpawsaurus and ankylosaurids from North America and Mongolia, with
comments on the presence of the flocculus in the brain of non-theropod dinosaurs. Society of Vertebrate Paleontology annual meeting; 2014. http://vertpaleo.org/Annual-Meeting/Future-Past-Meetings/
Program-Book—-Abstract-Archive.aspx

19.

Paulina-Carabajal A, Lee Y-N, Kobayashi Y, Lee H-J, Currie PJ. First 3D reconstructions of the brain
and inner ear of the Mongolian ankylosaurids Tarchia and Talarurus based on CT scans. International
Paleontological Congress, 2014, Mendoza. Abstract book:588.

20.

Tumanova TA. The armored dinosaurs of Mongolia. Transactions of the joint Soviet-Mongolian Paleontological Expedition. 1987; 32: 1–76.

21.

Hopson JA. Paleoneurology. In: Gans C, Northcutt RG, Ulinski P editors. Biology of the Reptilia. New
York and London: Academic Press; 1979. pp. 39–146.

22.

Balanoff AM, Bever GS, Colbert MW, Clarke JA, Field DJ, Gignac PM, et al. Best practices for digitally
constructing endocranial casts: examples from birds and their dinosaurian relatives. J Anat. 2015; doi:
10.1111/joa.12378

23.

Lee YN. A new nodosaurid ankylosaur (Dinosauria: Ornitischia) from the Paw Paw Formation (Late
Albian) of Texas. J Vert Paleontol. 1996; 16: 232–245.

24.

Jacobs LL, Winkler DW, Murry PA. Age and correlation of Trinity mammals, Early Cretaceous of Texas,
USA. Newsl Stratigr. 1991; 24: 35–43.

25.

Jacobs LL, Winkler DW, Murry PA, Maurice JM. A nodosaurid scuteling from the Texas shore of the
Western Interior Seaway. In: Carpenter K, Hirsch KF, Horner J editors. Dinosaur Eggs and Babies.
Cambridge: Cambridge University Press; 1994. pp. 337–346.

26.

Jerisson HJ. Brain evolution and dinosaur brains. The American Naturalist, 1969; 103: 575–588.

27.

Franzosa JW. Evolution of the brain in Theropoda (Dinosauria). PhD Thesis, University of Texas. 2004.
Available: https://www.google.com.ar/url?sa=t&rct=j&q=&esrc=s&source=web&cd=1&ved=
0ahUKEwiTi4Hq3I7LAhXCTZAKHWPGCvAQFggdMAA&url=https%3A%2F%2Fwww.lib.utexas.edu
%2Fetd%2Fd%2F2004%2Ffranzosajw504611%2Ffranzosajw504611.pdf&usg=
AFQjCNG6zALHrh1wg1YmoTwpHeECkNeyYQ&cad=rja

28.

Zelenitsky DK, Therrien F, Kobayashi Y. Olfactory acuity in theropods: palaeobiological and evolutionary implications. Proc R Soc Lon B. 2009; 276: 667–673.

29.

Witmer LM, Ridgely RC, Dufeau DL, Semones MC. Using CT to peer into the past: 3D visualization of
the brain and ear regions of birds, crocodiles, and nonavian dinosaurs. In: Frey R, Endo H, editors. Anatomical Imaging: Towards a New Morphology. Tokyo: Springer-Verlag; 2008. pp. 67–88.

30.

Evans DC. New evidence on brain-endocranial cavity relationships in ornithischian dinosaurs. Acta
Palaeontol Pol. 2006; 50: 617–622.

31.

Osmólska H. Evidence on relation of brain to endocranial cavity in oviraptorid dinosaurs. Acta Palaeontol. Pol. 2004; 49: 321–324.

32.

Baumel J, Witmer LM. Osteology. In: Baumel J, King AS, Breazile JE, Evans HE, Vanden JC, editors.
Handbook of Avian Anatomy: Nomina Anatomica Avium. Publications of the Nuttall Ornithological
Club, Cornell, 1993; pp. 45–132.

33.

Witmer LM, Ridgely RC. Structure of the brain cavity and inner ear of the centrosaurine ceratopsid dinosaur Pachyrhinosaurus based on CT scanning and 3D visualization. In: Currie PJ, Langston W Jr,

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

20 / 22

Endocranial Morphology of the Nodosaurid Dinosaur Pawpawsaurus campbelli

Tanke DH, editors. A new horned dinosaur from an Upper Cretaceous bone bed in Alberta. A Publication of the National Research Council of Canada Monograph Publishing Program; 2008. pp. 117–144.
34.

Paulina-Carabajal A. Neuroanatomy of titanosaurid dinosaurs from the Upper Cretaceous of Patagonia, with comments on endocranial variability within Sauropoda. Anat Rec. 2012; 295: 2141–2156.

35.

Knoll F, Witmer LM, Ortega F, Ridgely RC, Schwarz-Wings D. The braincase of the basal sauropod
dinosaur Spinophorosaurus and 3D reconstructions of the cranial endocast and inner ear. PLoS ONE.
2012; 7:e30060. doi: 10.1371/journal.pone.0030060 PMID: 22272273

36.

Knoll F, Witmer LM, Ridgely RC, Ortega F, Sanz JL. A New titanosaurian braincase from the Cretaceous “Lo Hueco” locality in Spain sheds light on neuroanatomical evolution within Titanosauria. PLoS
ONE 2015; 10(10): e0138233. doi: 10.1371/journal.pone.0138233 PMID: 26444700

37.

Sampson SD, Witmer LM. Cranofacial anatomy of Majungasaurus crenatissimus (Theropoda: Abelisauridae) from the Late Cretaceous of Madagascar. J Vert Paleontol. Memoir. 2007; 8: 32–102.

38.

Bever GS, Brusatte ST, Carr TD, Xu X, Balanoff AM, Norell MA. The braincase anatomy of the Late
Cretaceous dinosaur Alioramus (Theropoda: Tyrannosauroidea). Bull Am Mus Nat Hist. 2013; 376: 1–
72.

39.

Vickaryous MK, Russell AP. A redescription of the skull of Euoplocephalus tutus (Archosauria: Ornitischia): a foundation for comparative and systematic studies of ankylosaurian dinosaurs. Zool J Linn.
Soc. 2003; 137: 157–186.

40.

Paulina-Carabajal A, Carballido J, Currie PJ. Braincase, neuroanatomy and neck posture of Amargasaurus cazaui (Sauropoda: Dicraeosauridae) and its implications for understanding head posture in
sauropods. J Vert Paleontol. 2014; 34: 870–882.

41.

Sereno PC, Wilson JA, Witmer LM, Whitlock JA, Maga A, Ide O, et al. Structural extremes in a Cretaceous dinosaur. PLoS ONE. 2007; 2(11): e1230. doi: 10.1371/journal.pone.0001230 PMID: 18030355

42.

Paulina-Carabajal A, Haluza A, Canale JI. New rebbachisaurid cranial remains (Sauropoda, Diplodocoidea) from the Cretaceous of Patagonia, Argentina, and the first endocranial description for a South
American representative of the clade. J. Vert. Paleontol. In press

43.

Currie PJ. Braincase anatomy. In: Currie PJ, Padian K, editors. Encyclopedia of Dinosaurs. New York:
Academic Press; 1997. pp. 81–83.

44.

Romer AS. Osteology of the reptiles. Chicago: University of Chicago Press; 1956.

45.

Sues H-D, Averianov A, Ridgely RC, Witmer LM. Titanosauria (Dinosauria, Sauropoda) from the Upper
Cretaceous (Turonian) Bissekty Formation of Uzbekistan. J Vert Paleontol. 2015; 35:1, e889145, doi:
10.1080/02724634.2014.889145

46.

Knoll F, Schwarz-Wings D. Palaeoneuroanatomy of Brachiosaurus. Ann Paleontol. 2009; 95: 165–
175.

47.

Witmer LM, Ridgely RC. New insights into the brain, braincase, and ear region of tyrannosaurs, with
implications for sensory organization and behavior. Anat Rec. 2009; 292: 1266–1296.

48.

Evans D, Ridgely R, Witmer LM. Endocranial anatomy of Lambeosaurine hadrosaurids (Dinosauria:
Ornithischia): a sensorineural perspective on cranial crest Function. Anat Rec. 2009; 292: 1315–1337.

49.

Parsons TS. The nose and Jacobson´s organ. In: Gans C, Parsons T, editors. Biology of the Reptilia.
New York: Academic Press; 1970. pp: 99–191.

50.

Schwenk K. Comparative anatomy and physiology of chemical senses in nonavian aquatic reptiles. In:
Thewissen JGM, Nummela S, editors. Sensory evolution on the threshold. Adaptations in secondarily
aquatic vertebrates. Berkeley: University of California Press; 2008. pp. 65–81.

51.

Bourke JM, Porter WMR, Ridgely RC, Lyson TR, Schachner ER, Bell PR, Witmer LM. Breathing life
into dinosaurs: tackling and nasal airflow in extinct species. Anat Rec. 2014; 297: 2148–2186.

52.

Witmer LM. Homology of facial structures in extant archosaurs (birds and crocodilians), with special reference to paranasal pneumaticity and nasal conchae. J Morphol. 1995; 225: 269–327.

53.

Holliday CM, Tsai HP, Skiljan RJ, George ID, Pathan S. A 3D Interactive model and atlas of the jaw
musculature of Alligator mississippiensis. PLoS ONE. 2013; 8(6): e62806. doi: 10.1371/journal.pone.
0062806 PMID: 23762228

54.

Porter WR, Witmer LM. Vascular patterns in iguanas and other squamates: Blood vessels and sites of
thermal exchange. PLoS ONE. 2015; 10(10): e0139215. doi: 10.1371/journal.pone.0139215 PMID:
26466378

55.

Witmer LM. The evolution of the antorbital cavity of archosaurs: a study in soft-tissue reconstruction in
the fossil record with an analysis of the function of pneumaticity. J Vert Paleontol. 1997; 17 (memoir 3):
1–81.

56.

Oelrich TM. The anatomy of the head of Ctenosaura pectinata (Iguanidae). University of Michigan
Museum of Zoology Miscellaneous Publications, 1956; 94:1–122.

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

21 / 22

Endocranial Morphology of the Nodosaurid Dinosaur Pawpawsaurus campbelli

57.

Kearney et al. 2005. Cranial anatomy of Rhineura (Squamata, Amphisphaenia). J Morphol. 2005; 264:
1–33. PMID: 15549718

58.

Evans SE. The skull of lizards and tuatara. In: Gans C, Gaunt AS, Adler K, editors. Biology of the Reptilia. Society for the Study of Amphibians and Reptiles; 2008. pp. 1–347.

59.

Godefroit P, Pereda-Suberbiola X, Li H, Dong Z. A new species of the ankylosaurid dinosaur Pinacosaurus from the Late Cretaceous of Inner Mongolia (P. R. China). Bull Inst R Sci Nat Belg, Sci Terre.
1999; 69 Suppl. B:17–36.

60.

Osmólska H. Nasal salt gland in dinosaurs. Acta Palaeont Pol. 1979; 24: 205–214.

61.

Parsons TS. Studies on the comparative embryology of the reptilian nose. Bull Mus Comp Zool. 1959;
120: 101–277.

62.

Walsh SA, Barret PM, Milner AC, Manley G, Witmer LM. Inner ear anatomy is a proxy for deducing auditory capability and behavior in reptiles and birds. Proc R Soc B. 2009; 276: 1355–1360. doi: 10.1098/
rspb.2008.1390 PMID: 19141427

63.

Georgi JA, Sipla JS, Forster CA. Turning semicircular canal function on its head: Dinosaurs and a novel
vestibular analysis. PLoS ONE. 2013; 8(3):e58517. doi: 10.1371/journal.pone.0058517 PMID:
23516495

64.

Welker KL, Orkin JD, Ryan TM. Analysis of intraindividual and intraspecific variation in semicircular
canal dimensions using high-resolution x-ray computed tomography. J Anat. 2009; 215: 444–451. doi:
10.1111/j.1469-7580.2009.01124.x PMID: 19619167

65.

Manley GA. Some aspects of the evolution of hearing in vertebrates. Nature. 1971; 230: 506–509.
PMID: 4927749

66.

Lautenschlager S, Rayfield EJ, Altangerel P, Zanno LE, Witmer LM. The endocranial anatomy of Therizinosauria and its implications for sensory and cognitive function. PLoS ONE. 2012; 7(12): e52289.
doi: 10.1371/journal.pone.0052289 PMID: 23284972

67.

Gleich O, Dooling RJ, Manley G. Audiogram, body mass, and basilar papilla length: correlations in
birds and predictions for extinct archosaurs. Naturwissenschaften. 2005; 92: 595–598. PMID:
16231131

68.

Janensch W. Die Schadel der Sauropoden Brachiosaurus, Barosaurus und Dicraeosaurus aus den
Tendaguruschichten Deutsch-Ostafrikas. Palaeontographica Supplement. 1935; 7: 145–298.

69.

Chaterjee S. The rise of birds: 25 Million Years of Evolution. Baltimore: Johns Hopkins University
Press; 1997.

70.

Paulina-Carabajal A. El neurocráneo de los dinosaurios Theropoda de la Argentina. Osteología y sus
implicancias filogenéticas. PhD Thesis, Universidad Nacional de La Plata. 2009.

71.

Galton PM. Endocranial casts of the plated dinosaur Stegosaurus (Upper Jurassic, Western USA): A
complete undistorted cast and the original specimens of Othniel Charles March. In: Carpenter K, editor.
The Armored Dinosaurs. Bloomington: Indiana University Press; 2001. pp.103–129.

72.

Trotteyn, MJ, Bona, P, Barrios, F, von Baczko, MV, Lecuona, A, Desojo JB and Paulina-Carabajal, A.
2015. Nuevas evidencias del desarrollo del flóculo en el cerebelo de arcosauriformes: variabilidad e
implicancias paleobiológicas. V Congreso Latinoamericano de Paleontología de Vertebrados (Colonia
del Sacramento), Abstract Book: 29.

73.

Witmer LM, Chatterjee S, Franzosa J, Rowe T. Neuroanatomy of flying reptiles and implications for
flight, posture and behavior. Nature. 2003; 425: 950–953. PMID: 14586467

74.

Walsh SA, Iwaniuk AN, Knoll MA, Bourdon E, Barrett PM, et al. Avian Cerebellar Floccular Fossa Size
Is Not a Proxy for Flying Ability in Birds. PLoS ONE. 2013; 8(6): e67176. doi: 10.1371/journal.pone.
0067176 PMID: 23825638

75.

Arbour VM. Estimating impact forces of tail club strikes by ankylosaurid dinosaurs. PLoS ONE. 2009; 4
(8): e6738. doi: 10.1371/journal.pone.0006738 PMID: 19707581

76.

Arbour VM, Currie PJ. Ankylosaurid dinosaur tail clubs evolved through stepwise acquisition of key features. J Anat. 2015; 227: 514–523. doi: 10.1111/joa.12363 PMID: 26332595

77.

Romain D, Droulezb J, Allain R, Berthozb A, Janvier P et al. Motion from the past. A new method to
infer vestibular capacities of extinct species. C R Palevol. 2010; 9: 397–410.

PLOS ONE | DOI:10.1371/journal.pone.0150845 March 23, 2016

22 / 22

