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A juvenile specimen of a new coelurosaur (Dinosauria: Theropoda) from the
Middle-Late Jurassic Shishugou Formation of Xinjiang, People’s Republic
of China
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Tallahassee, USA; /Key Laboratory for the Evolutionary Systematics of Vertebrates, Institute of Vertebrate Paleontology and
Paleoanthropology, Chinese Academy of Sciences, Beijing, PR China

(Received 27 February 2012; accepted 19 June 2012)

We describe the anatomy of a new coelurosaurian theropod Aorun zhaoi gen. et sp. nov., from the Middle—Late Jurassic of
Xinjiang, China. Histological analysis of the holotype and only known specimen shows that the new taxon is represented by
the skeleton of a juvenile individual aged no more than one year. A phylogenetic analysis of theropod relationships places
Aorun as a basal member of the Coelurosauria. Although the sole use of a sub-adult ontogenetic exemplar is potentially
problematic for phylogenetic reconstruction, we show that the phylogenetic position of Aorun as a member of Coelurosauria
is robust to the exclusion of characters known to change during theropod ontogeny. Aorun is the seventh theropod taxon,
and temporally oldest coelurosaur, known from the Shishugou Formation, which has one of the most taxonomically diverse

Jurassic coelurosaurian theropod faunas in the world.
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Introduction

Despite predictions from ghost lineages that early
coelurosaurian  divergence  occurred  during the
Middle-Late Jurassic (Norell et al. 2001b; Rauhut
2003a; Hu et al. 2009; Choiniere et al. 2010b; Xu et al.
2011), coelurosaur fossils dating to the Jurassic are rare,
and specimens of coelurosaurs during this time interval
are often limited to isolated bones and teeth. A spate
of recent discoveries has provided exciting new skeletal
evidence of coelurosaurs in the Middle-Late Jurassic.
These include members of the derived coelurosaurian
clade Scansoriopterygidae from north-eastern China
(Czerkas & Yuan 2002; Zhang et al. 2002, 2008; Xu &
Zhang 2005; Hu et al. 2009), paravian fossils from the
Daohugou Beds of China (Xu & Zhang 2005; Hu et al.
2009; Xu et al. 2009b, 2010b), some of which call into
question the avian status of Archaeopteryx (Xu et al.
2011), basal tyrannosauroids from the Jurassic of England
(Benson 2008) and Siberia (Averianov et al. 2010), and
reaffirmation of the coelurosaurian affinities of the Middle

Jurassic taxon Proceratosaurus (Rauhut et al. 2010).
Importantly, a diverse new coelurosaurian fauna has also
been discovered from the earliest Late Jurassic Shishugou
Formation (Clark ef al. 2006a, b; Choiniere et al. 2010a,
b). These new Shishugou taxa have provided a wealth of
anatomical information on basal coelurosaurs (Choiniere
et al. 2008, 2010a), basal tyrannosauroids (Xu et al. 2006),
and basal alvarezsauroids (Choiniere ef al. 2010b).

Early ontogenetic stages of dinosaurs are becoming
increasingly well known (Xu & Wu 2001; Rauhut &
Fechner 2005; Reisz et al. 2005; Goodwin et al. 2006;
Schwarz et al. 2007; Balanoff et al. 2008; Dal Sasso
& Maganuco 2011), but fossils of young non-avialan
coelurosaur specimens remain rare (Bever & Norell 2009).
Most fossils preserving early coelurosaurian ontogenetic
stages are either embryos (Norell e al. 1994; Balanoff
& Rowe 2007; Mateus et al. 1997; Kundrat et al. 2008)
or perinates such as the specimens of the troodontid
Byronosaurus (Bever & Norell 2009), the approximately
3-week-old compsognathid Scipionyx (Dal Sasso &
Signore 1998; Dal Sasso & Maganuco 2011), and the
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Figure 1. Locality of holotype. A, map of China showing Xinjiang and location of Wucaiwan locality; B, photograph of holotype locality

of IVPP V15709. Scale bar in A equals approximately 150 km.

basal coelurosaur Juravenator (Go6hlich & Chiappe 2006;
Gohlich et al. 2006; Chiappe & Gohlich 2010). Notable
exceptions among coelurosaurs are most Archaeopteryx
specimens, which are approximately one year old (Erickson
et al. 2009) and partial developmental sequences for tyran-
nosaurids (Carr 1999; Carr & Williamson 2004), including
the recent description of a specimen of Tarbosaurus
estimated at 2-3 years old (Tsuihiji ef al. 2011).

In 2006, the IVPP-GWU Field Expedition recovered
the skull and partial postcranial skeleton of a small
coelurosaurian theropod in Shishugou Formation (Fm.) at
the Wucaiwan locality in Xinjiang, China (Figs 1, 2). Here
we describe this material, which represents a new species
of coelurosaur. From the stratigraphic position of the holo-
type, we show that this specimen is the oldest coelurosaur
known from the Shishugou Formation, and possibly dates to
the latest Middle Jurassic (Callovian). Based on histological
analysis of the femur and tibia and skeletal characteristics
of the holotype, the specimen is at most one year old but not
a perinate. We discuss the morphological and phylogenetic
implications of the early ontogenetic stage of the holotype
for the new species.

Methods

Descriptions and comparisons

All descriptions of the new taxon are observations made
directly from the holotype specimen, IVPP V15709.
Comparisons with other taxa were made using direct obser-
vations of specimens or with published descriptions, illus-
trations and photographs. Note that we homologize the three
fingers of Aorun with digits I, IIT and IV of the primitive

theropodan manus, and refer to these positions as such in
the text, as is currently hypothesized for all tetanurans (Xu
et al. 2009a); see Wagner & Gauthier (1999) for a contra-
dictory opinion.

Measurements of key dimensions of the skeletal elements
of IVPP V15709 were taken with Miyamoto dial callipers
to the nearest tenth of a millimetre and are presented in
Table 1 of the Online Supplementary Material.

Phylogenetic analysis

The phylogenetic position of IVPP V15709 was assessed
by incorporating it into a broadly sampled, species-level
theropod data matrix (Online Supplementary Material Data
1 and 3) composed of characters drawn from recent publi-
cations of the Theropod Working Group (e.g. Turner et al.
2007; Zanno 2008; Makovicky ef al. 2009; Choiniere ef al.
2010b) and recent publications on theropod systematics
(e.g. Rauhut 2003a; Senter 2007; Smith et al. 2007; Carrano
& Sampson 2008; Benson ef al. 2010b). The dataset was
assembled in Mesquite v.2.7 (Maddison & Maddison 2009)
and phylogenetic analysis of the dataset was performed
using TNT v.1.1 (Goloboff et al. 2003). The final dataset
comprised 555 characters and 114 taxa. Trees were rooted
on Herrerasaurus. Multistate characters were ordered only
if they contained nested character states. The phylogenetic
analysis protocol consisted of a heuristic search using the
following ‘New Technology’ settings: driven search; stabi-
lized consensus twice with a factor of 75; using sectorial
searches and tree fusing (Goloboff 1999). The resulting
most parsimonious trees (MPTs) from this search were
then submitted to an additional round of tree bisection
and reconnection (TBR) branch swapping to ensure a thor-
ough sampling of tree space. Exploration of character
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optimization was done using TNT vl.1 and WinClada
v. 1.00.18 (Nixon 2002). Bremer Support (Bremer 1994) for
nodes was calculated by saving 10 000 suboptimal topolo-
gies up to 10 steps longer than the MPTs in TNT v1.1.

Because histological analysis of IVPP V15709 showed
that the specimen was less than one year old at time of
death (see below), we performed two separate phylogenetic
analyses to assess the phylogenetic position of Aorun and
to determine if its phylogenetic position was influenced
by the young ontogenetic stage of the holotype. The first
analysis (hereafter ‘full analysis’) was done with all char-
acter scorings relevant for Aorun included (Online Supple-
mentary Material Data 1). The second analysis (hereafter
‘ontogenetic analysis’) was done with characters that we
considered ontogenetically variable (Online Supplementary
Material Table 2), coded as missing (i.e. ‘?’; Online Supple-
mentary Material Data 2) for dorun, and also for Scipi-
onyx and Juravenator, the unique holotypes of which are
also suggested to be juveniles (Dal Sasso & Signore 1998;
Gohlich & Chiappe 2006; Gohlich et al. 2006; Chiappe &
Gohlich 2010).

Histological techniques

The ontogenetic stage of IVPP V15709 was assessed by
analysis of histological sections of the right tibia and fibula.
Mid-diaphyseal transverse plane sections were extracted
using a rotary Dremel-type device fitted with a diamond-
tipped blade. The bone sections were embedded in a clear
epoxy resin (EpoxySet: Allied High Tech Products, Rancho
Dominguez, CA, USA). They were then sectioned trans-
versely using a slow-speed diamond saw (Isomet 1000,
Buehler, Lake Bluff, IL, USA) at 1 mm intervals. The
sections were affixed to petrographic microscope slides
using cyanoacrylate adhesive. The sections were wet-
sanded on a rotary grinder/polisher (RotoPol 11; Stuers,
Cleveland, OH, USA) to 60-100 um using descending
grades of silicon carbide paper and viewed using polarizing
and dissecting microscopy (BX60 and SZX12 respectively;
Olympus America, Center Valley, PA, USA). Bone vascu-
larization and the presence/absence of lines of arrested
growth (LAGs) were assessed visually in comparison
with histological sections from other archosaurs, includ-
ing ornithischian and saurischian dinosaurs (e.g. Erickson
et al. 2001).

Institutional abbreviations

AMNH FARB: American Museum of Natural History,
New York, NY, USA; IGM: Paleontological Institute,
Mongolian Academy of Sciences, Ulaanbaatar, Mongo-
lia;, GWU: George Washington University, Washington,
DC, USA; IVPP: Institute for Vertebrate Paleontology and
Paleoanthropology, Beijing, China; IWCMS: Dinosaur Isle
Museum, Sandown, Isle of Wight, UK; NHMUK: Natural
History Museum, London, UK; TPII: Thanksgiving Point

Institute, Provo, UT, USA; YPM: Yale Peabody Museum,
New Haven, CT, USA.

Systematic palaeontology

Theropoda Marsh, 1881
Tetanurae Gauthier, 1986
Coelurosauria sensu Gauthier, 1986
Aorun gen. nov.

Type species. Aorun zhaoi sp. nov.

Derivation of name. ‘Aorun’, Mandarin Chinese, mascu-
line, elision of ‘Ao Run’, the Dragon King of the West in
the epic Journey to the West.

Diagnosis. As for type and only species.

Aorun zhaoi sp. nov.
(Figs 3-19, 21, 22)

Derivation of name. In honour of Professor Zhao Xi-jin,
who led several important vertebrate palacontological expe-
ditions to the Junggar Basin and introduced XX, CAF and
JMC to the field area.

Holotype. IVPP V15709, skull and partially articulated
skeleton consisting of cervical, dorsal and caudal vertebrae,
left ulna, left manus, distal pubes, and articulated left and
right tibiotarsi, metatarsi and pedes (Figs 3—19).

Occurrence and age. Non-pedogenic, red-brown clayey
siltstone bed in the lower half of the Shishugou Forma-
tion exposed at the Wucaiwan locality in Xinjiang, People’s
Republic of China (Fig. 1). IVPP V15709 occurs 13 m
below a tuffaceous mudstone horizon (Fig. 2) that has
been assessed a radiometric (**Ar/°Ar) age of 161.2 +
0.2 Ma, approximately at the Oxfordian/Callovian bound-
ary (Middle-Late Jurassic; Gradstein et al. 2004; Clark
et al. 2006a, b; Eberth et al. 2006, 2010). The Oxfor-
dian/Callovian boundary is poorly constrained (Gradstein
et al. 2004) and the holotype could be older or younger than
it. However, the occurrence of the specimen well below the
dated horizon suggests its assignment to the latest Middle
Jurassic (Callovian). Based on the ages of two dated tuffs
in this section separated by 82 m of section, we estimate
the rate of sediment accumulation in this part of the section
at ~4.6 cm/ka (Eberth ez al. 2006) and therefore assess the
specimen an estimated age of ~161.5 Ma.

Other theropods collected from Wucaiwan are mostly
Late Jurassic (Oxfordian) in age and include the basal
ceratosaur Limusaurus inextricabilis (Xu et al. 2009a), the
basal coelurosaur Zuolong salleei (Choiniere et al. 2010a),
the basal tyrannosauroid Guanlong wucaii (Xu et al.
2006) and the basal alvarezsauroid Haplocheirus sollers
(Choiniere ef al. 2010b). Isolated teeth collected from the
upper beds of the Shishugou Fm. at Wucaiwan suggest the
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Figure 3. Overview of partially prepared block containing Aorun
zhaoi (IVPP V15709). The skull was removed prior to this photo-
graph and its approximate position is indicated by the dashed
black line with white fill. The dashed line with arrows indicates
the approximate position of the histological section taken for anal-
ysis. A, photograph of block; B, line drawing. Abbreviations: sk,
skull; rfib, right fibula; lcarp, left carpus; Imc, left metacarpus; Itib,
left tibia; rpes, right pes; rtib, right tibia; Iman, left manus; pub,
pubis; rmt, right metatarsus; lpes, left pes; Imt, left metatarsus;
1dt, left distal tarsals. Scale bar equals 2 cm.

presence of a large-bodied, Sinraptor-like theropod (Xu
& Clark 2008) and potentially four other theropod taxa
as yet unknown from non-dental skeletal material (Han
etal. 2011). The large-bodied theropods Monolophosaurus
jiangi (Zhao & Currie 1993; Brusatte et al. 2010a; Zhao
et al. 2010) and Sinraptor dongi (Currie & Zhao 1993) are
known from the Shishugou Formation at the Jiangjunmiao
locality, 100 km to the east. Sinraptor is from the upper half
of the formation and likely contemporaneous with the other

Oxfordian taxa listed here, whereas Monolophosaurus,
from lower beds that are likely Callovian in age, is probably
closer in age to Aorun.

Diagnosis. Small coelurosaurian theropod diagnosed by
the following unique combination of characters: large
maxillary fenestra occupying most of antorbital fossa;
maxillary teeth with very small, apically directed serra-
tions restricted to the distal carinae; weakly opisthocoelous
cervical centra; heterogeneous manual ungual morphol-
ogy with large, recurved medial ungual and two smaller
lateral unguals that have linear, rather than curved, ventral
surfaces; tibia with mediolaterally narrow, proximodistally
tall articular groove accepting the ascending process of
astragalus that is only developed on anterolateral margin;
ascending process of astragalus low and restricted to lateral
side of tibia.

Differential diagnosis. Here we present differentiation of
Aorun zhaoi to show that this taxon is not a juvenile
specimen of other named Shishugou Fm. theropod taxa.
Known ontogenetic changes in some of these characters
are described in the discussion.

Aorun zhaoi differs from the coeval lower Shishugou
basal tetanuran Monolophosaurus jiangi (IVPP V84019;
Brusatte et al. 2010a; Zhao et al. 2010) in: lacking a
medial crest on the premaxilla, nasals and frontals; lack-
ing a horizontally oriented, relatively large external naris;
lacking an anterior, step-like maxillary process; having a
shorter premaxillary body; having a larger maxillary fenes-
tra; bearing a horizontally oriented ridge along the lateral
surface of the jugal process of the maxilla; having a rod-
like jugal; having a ventrally tapering quadratojugal process
of the squamosal; having closely spaced fine serrations on
the distal tooth carinae of the maxilla and dentary; having
elongate cervical vertebral centra; having two pneumatic
foramina in the lateral surfaces of the cervical centra; having
anteroposteriorly elongate neural spines in the dorsal verte-
brae; and having a posterodistally curved pubic shaft.

It differs from the stratigraphically younger upper
Shishugou allosauroid Sinraptor dongi (IVPP V10600;
Currie & Zhao 1993) in: lacking extensive pneumatiza-
tion of the nasal ramus of the maxilla; having a larger
and more posteriorly placed maxillary fenestra; bearing
a pronounced horizontal ridge on the lateral surface of the
maxilla; having a dorsoventrally low, rod-like jugal; lacking
a pneumatic recess in the lateral surface of the anterior end
of the jugal; having premaxillary teeth of approximately
the same size as the maxillary teeth; lacking a lacrimal
foramen; lacking a rugosity on the lateral surface of the
postorbital; having a relatively short infratemporal fenes-
tra with a pronounced constriction at mid-height; having
elongate cervical centra; having shorter cervical neural
spines that are directed strictly dorsally; lacking pneumati-
zation of the infrazygapophyseal laminae; lacking a medi-
ally and laterally expanded proximal end of metacarpal III;
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lang

Figure 4. Skull and mandible of Aorun zhaoi (IVPP V15709). A, right lateral view; B, line drawing of right lateral view; C, left lateral
view; D, line drawing of left lateral view. Abbreviations: a, articular; aof, antorbital fenestra; aofo, antorbital fossa; dg, dentary groove;
emf, external mandibular fenestra; en, external naris; hy, hyoid; itf, infratemporal fenestra; jg, jugal; lac, lacrimal; lang, left angular; 1d,
left dentary; 1fp, left frontal and parietal; Imr, lateral maxillary ridge; lpa, left prearticular; Ipal, left palatine; 1sa, left surangular; Ispl, left
splenial; max, maxilla; mf, maxillary fenestra; mhf, mylohyoid foramen; na, nasal; o, orbit; pf, prefrontal; pmx, premaxilla; po, postorbital;
prq, pterygoid ramus of the quadrate; q, quadrate; qj, quadratojugal; gjc, quadratojugal contact; rang, right angular; rd, right dentary;
rls, right laterosphenoid; rpal, right palatine; rpt, right pterygoid; rq, right quadrate; rsa, right surangular; saf, surangular foramen; scl,
sclerotic ring; sq, squamosal; v, vomer. Scale bar equals 1 cm.

lacking deep extensor pits on the distal ends of the dorsal elongate pedal phalanges, particularly of pedal digits II
surface of the metacarpals; having a weakly curved manual and III.
ungual IV-4; having a posterodorsally curved pubic shaft; Aorun zhaoi differs from the younger upper Shishugou

having a more gracile tibia; and having more gracile and tyrannosauroid Guanlong wucaii (IVPP V14531, V14532;
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Figure 5. Skull and mandible of Aorun zhaoi (IVPP V15709). A,
ventral view; B, line drawing of ventral view. Abbreviations as in
Fig. 4, and: rpa, right prearticular; rspl, right splenial. Scale bar
equals 2 cm.

Xu et al. 2006) in: lacking a D-shaped cross section of the
premaxillary tooth crowns; bearing fine serrations on only
the distal carinae of the dentary and maxillary teeth; lack-
ing a median crest along the dorsal surface of the premax-
illa, nasals and frontals; having opisthocoelous rather than
platycoelous cervical vertebrae; having a short, laterally
restricted ascending process of the astragalus; having a
shorter, more dorsally oriented external naris; lacking an
anteriorly expanded pubic boot; lacking four metacarpals;
and having flat unguals on the lateral two digits of the
manus.

It differs from the younger upper Shishughou coelurosaur
Zuolong salleei (IVPP V15912; Choiniere et al. 2010a)
in: having a larger maxillary foramen; having a sharper,
more pronounced lateral ridge on the jugal process of the
maxilla; having a small quadrate foramen without a deep
pocket extending dorsally; having opisthocoelous cervical

vertebrae; lacking a flange on the anteromedial surface of
the distal end of metatarsal III; and having a more medio-
laterally compressed distal end of metatarsal I'V.

Aorun zhaoi differs from the younger upper Shishugou
alvarezsauroid Haplocheirus sollers (IVPP V15988S;
Choiniere et al. 2010b) in: lacking a dorsally expanded
orbital region; having a larger maxillary fenestra; having
a fourth metacarpal that is subequal in length to the third
metacarpal; lacking a prominent medial tab on the proximal
end of the semilunate distal carpal; lacking a ventral axial
furrow on the first phalanx of digit II; having flat unguals
on the lateral manual digits; having opisthocoelous cervical
vertebrae; and having a relatively larger pubic boot.

Finally, it differs from the younger upper Shishugou
ceratosaur Limusaurus inextricabilis (IVPP V15923; Xu
et al. 2009a) in: having a relatively longer skull, partic-
ularly in the rostrum; having teeth; having an unreduced
manus with only three metacarpals; having a smaller exter-
nal mandibular fenestra; first phalanx of pedal digit II
approximately the same length as the first phalanx of pedal
digit I11; distal phalanges of pedal digit [V longer; and many
other differences consistent with ceratosaurian affinities of
Limusaurus.

Description

Skull overview

The skull (Figs 5-10) is long and low. The bones of the skull
and mandibles have been mediolaterally compressed during
preservation, so the true shape of the skull in the mediolat-
eral direction cannot be ascertained. Although most cranial
and mandibular bones are preserved in articulation, the
lateral surface of the right side of the skull has been abraded
and most of the anterior end of the right maxilla consists of
broken fragments.

Skull openings

The size of the external naris cannot be determined because
the nasal and maxillary processes of the premaxillae are
broken distally. However, unlike the horizontally oriented
and rectangular narial opening of the co-occurring tyran-
nosauroid Guanlong wucaii (Xu et al. 2006), the long axis
of the anteroventral portion of the naris is angled approxi-
mately 45° from horizontal and its anterior end is semicircu-
lar in outline, rather than square. The antorbital fossa is large
and extends ventrally onto the jugal ramus of the maxilla
to occupy more than half the height of the bone. The antor-
bital fenestra is subovoid and longer than it is tall, unlike the
subtriangular, anteroposteriorly short antorbital fenestra of
Scipionyx (Dal Sasso & Maganuco 2011). It is positioned
posteriorly within the antorbital fossa and occupies approx-
imately 63% of the entire length of the antorbital fossa. The
maxillary fenestra is large, as in both adult and juvenile
troodontids (Makovicky & Norell 2004; Bever & Norell
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mx2

Ilpm1

Figure 6. Premaxillae of Aorun zhaoi (IVPP V15709). A, left lateral view; B, line drawing of left lateral view; C, right lateral view; D,
line drawing of right lateral view. Abbreviations as in Fig. 4, and: for, foramen; rpmx, right premaxilla; Imax, left maxilla; lpmx, left
premaxilla; mx2, maxillary tooth 2; nfo, narial fossa; pm1—4, premaxillary teeth 1-4; rmax, right maxilla. Scale bar equals 5 mm.
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2009), but unlike the small maxillary fenestrae of most
coelurosaurs (e.g. dromaeosaurids: Norell & Makovicky
2004; ornithomimosaurs: Makovicky et al. 2004) includ-
ing Scipionyx (Dal Sasso & Maganuco 2011). It occupies
almost the entirety of the antorbital fossa anterior to the
maxillary pila. The maxillary pila is anteroposteriorly short
and does not appear to bear an anteroposteriorly oriented
foramen along its ventral contact with the jugal ramus of
the maxilla, although both sides of the skull are damaged in
this region. A small, ovoid promaxillary foramen is located
ventrally on the anterior end of the antorbital fossa. The
circular orbit is approximately the same length as the antor-
bital fenestra, as in many coelurosaurs but unlike Scipionyx,
where the orbit is considerably larger than the antorbital
fenestra (Dal Sasso & Maganuco 2011). The infratem-
poral fenestra is anteroposteriorly much shorter than the
orbit and is constricted mesially by the squamosal and
quadratojugal as they approach the posterior edge of the
postorbital, although this constriction is not pronounced as
it is in tyrannosauroids (Holtz 2004). The dimensions of
the supratemporal fossa cannot be determined because of
mediolateral diagenetic crushing. The external mandibular
fenestra is large (~33% of the length of the dentary), but
not hypertrophied, like in oviraptorosaurs (Osmolska et al.
2004), Limusaurus (IVPP V15923), and scansorioptery-
gids (Czerkas & Yuan 2002; Zhang et al. 2008), where it is
approximately 50% the length of the dentary.

Skull bones

Premacxilla. The two premaxillae (Figs 4, 6) are preserved
in articulation with each other and with the anterior ends
of their respective maxillae. The external surfaces of both
premaxillae are mildly abraded. The nasal and maxillary
processes are broken close to the premaxillary bodies. The
right side is more complete, preserving these processes
above and below the anterior quarter of the external naris.
The premaxillae are not co-ossified to each other, and in
ventral view the anterior ends of the premaxillaec form a
mediolaterally narrow, U-shaped symphysis (Fig. 5). The
premaxillary body is as long as it is tall, and the portion
ventral to the external naris is subequal in length to the
prenarial portion, unlike in Scipionyx where the prenarial
portion is longer than the subnarial portion (Dal Sasso &
Maganuco 2011). The anterior margin of the premaxilla
is angled posterodorsally approximately 15° from verti-
cal. The posterodorsally oriented contact of the premax-
illa with the maxilla is a shallow, posteriorly concave
arc in lateral view. The left side of the skull preserves
what appears to be a small subnarial foramen between
the premaxilla and the maxilla at approximately the mid-
height of the premaxillary body, although this interpreta-
tion is tentative because the right side of the skull does not
preserve this region and the left side is slightly abraded.
There is no gap at the ventral margin between the premax-
illa and the maxilla, unlike many basal theropods (e.g.

coelophysoids and baryonychids: Welles 1984; Gauthier
1986; Colbert 1989; Rauhut 2003a). Although the lateral
surfaces of the premaxillae are abraded, there is no evidence
of a sulcus extending from the anteroventral corner of
the external naris as in Guanlong (Xu et al. 2006),
Haplocheirus (IVPP V15988) and FEotyrannus (IWCMS
1997.550). The narial fossa shallowly excavates the dorsal
portion of the premaxillary body, unlike in Haplocheirus
(IVPP V15988), ornithomimosaurs (e.g. Pelecanimimus
(LH 7777), Limusaurus (IVPP V15923) and Shuvuuia
(IGM 100/99), where the narial fossa extends ventrally
to excavate at least the dorsal half of the premaxillary
body. A small, round foramen is present on the posterior
edge of the base of the nasal process of the premaxilla,
at the anteroventral edge of the narial fossa, like in many
theropods. The condition differs from that of Haplocheirus
(IVPP V15988), where this foramen is associated with a tall
ovoid fossa that extends along the posterior edge of the nasal
process. The bases of the nasal processes of the premaxillae
are dorsoventrally flat, strongly suggesting that the entire
internarial bar was dorsoventrally flat, as in many troodon-
tids (e.g. Sinovenator (IVPP V 12615)), alvarezsauroids
(e.g. Haplocheirus (IVPP V15988)), and some ornithomi-
mosaurs (e.g. Gallimimus (IGM 100/1133), Pelecanimimus
(LH 777)). The premaxilla contains four alveoli of subequal
size that are evenly spaced along the alveolar margin, as is
typical of many maniraptorans.

Maxilla. The right maxilla (Figs 4A, B, 7C) is nearly
complete, missing only portions of the anteriormost end,
but it is very poorly preserved due to abrasion and break-
age of the cortical surface. The left maxilla (Figs 4C, D,
7A, B) is missing the nasal ramus and the anterior end of
the maxillary body, but the left jugal ramus is complete
and well preserved. The maxillary/jugal contact is poorly
preserved on both sides of the skull. The maxilla is long and
low. Because of the breakage of the anterior ends of both
maxillae, the architecture of the junction between the nasal
ramus and jugal ramus cannot be fully determined. The
shape of the anterior end of the left maxilla suggests that
the nasal ramus is offset posteriorly from the anterior end of
the maxilla and that a short anterior process was present. At
best, evidence for this process, which is present in comp-
sognathids (Peyer 2006) and well developed in some non-
coelurosaurian tetanurans (e.g. Monolophosaurus: Zhao &
Currie 1993) and the basal tyrannosauroid Guanlong (IVPP
V14532, V14531), is equivocal. Unlike in most theropods,
there is no evidence for small, superficial foramina on the
anterior end of the lateral surface of the maxilla, which may
be due to the early ontogenetic stage of the specimen or due
to poor preservation.

The nasal ramus of the maxilla is composed of a verti-
cally oriented lamina, located ventrally, and a horizon-
tally oriented lamina, located dorsally and mostly devel-
oped lateral to the vertical lamina. The dorsal lamina is
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Figure 7. Anterior skull and mandible of Aorun zhaoi (IVPP
V15709). A, left lateral view; B, line drawing of left lateral view;
C, right lateral view. Abbreviations as in Fig. 4, and: mdl, dorsal
lamina of maxilla; mvl, ventral lamina of maxilla; pmf, promax-
illary foramen. Scale bar equals 1 cm.

dorsoventrally low and only developed at the anterior end
of the maxillary antorbital fossa. It projects laterally and
extends posteriorly only to the level of the posterior end of
the maxillary fenestra. The ventral lamina is best-developed
posterior to the interfenestral pila, but a small portion is
preserved above the maxillary fenestra on the left side
of the skull and has been partially obscured by down-
ward displacement of the dorsal lamina on that side during
preservation. This preserved portion is dorsoventrally low
and bears a single small foramen on its lateral surface.
In contrast, Haplocheirus shows a well-developed ventral
lamina above the maxillary fenestra with several small
foramina perforating its lateral surface (Choiniere et al.
2010b). In Aorun, the dorsal lamina of the nasal ramus
of the maxilla forms the roof of the anterior end of the

antorbital fossa. The dorsal lamina is reduced posterior to
the interfenestral pila, indicating that the nasals (which are
poorly preserved) formed the majority of the dorsal roof
of the antorbital fossa. Posterior to the interfenestral pila,
the lateral surface of the ventral lamina bears at least five
small, ovoid foramina located immediately ventral to the
nasomaxillary contact and oriented with their long axes
parallel to the nasal ramus. Foramina at this position are
present in a wide range of theropod taxa, including manirap-
torans (e.g. Haplocheirus: Choiniere et al. 2010b) and non-
coelurosaurian tetanurans (e.g. Sinraptor: Currie & Zhao
1993).

The ventral edge of the jugal ramus is straight in lateral
view, rather than curved. The lateral surface bears a well-
developed, laterally projecting ridge that extends posteriorly
from its origin on the anteroventral corner of the antorbital
fossa along the entire length of the ramus. This ridge is
located ventral to the horizontal midline of the jugal ramus
and marks the ventral extent of the emargination of the
antorbital fossa. This feature is developed in a variety of
theropods (Rauhut 2003a), and although its change during
ontogeny is poorly known, at least in the basal tyrannosaur
Guanlong it is better developed in juveniles (IVPP V14532)
than in adults (IVPP V14531). A row of shallow, evenly
spaced foramina associated with and parallel to the tooth
row is present along the lateral surface of the maxilla ventral
to the ridge on the jugal ramus. There is one foramen per
alveolus. The medial surfaces of the maxillae are not visi-
ble. The palatal process of the posteriormost end of the
left maxilla is visible in ventral view, suggesting that the
maxillary shelves made a contribution to the palate. The
extent of this contribution is uncertain because most of the
medial surface is obscured by matrix. Posteriorly, the palatal
processes of the maxillae do not contact the vomer along the
midline of the skull. The maxillary tooth row is completely
antorbital, ending at the level of the maxillary pila. The
left maxilla preserves 12 tooth positions, a number simi-
lar to that of most theropods but fewer than the numerous
small teeth present in the co-occurring taxon Haplocheirus
(Choiniere et al. 2010b) and many other coelurosaur taxa
(e.g. Pelecanimimus LH777; troodontids: Makovicky &
Norell 2004) and nearly double the seven maxillary teeth
present in Scipionyx (Dal Sasso & Maganuco 2011). The
right maxilla is too badly damaged to corroborate this tooth
count. Interdental septa are present between the alveoli,
but most interdental plates are covered by matrix. The few
exposed interdental plates are unfused and pentagonal.

Jugal. The posterior two-thirds of the right jugal is well
preserved (Fig. 4A, B), although the surface of the anterior
end is abraded. Most of the left jugal (Fig. 4C, D) is miss-
ing, but portions of the anterior end are preserved in contact
with the jugal ramus of the left maxilla and the ventral
process of the left lacrimal. As in most maniraptorans
(e.g. the basal alvarezsauroid Haplocheirus: Choiniere et al.
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2010b; Archaeopteryx: Mayr et al. 2005; oviraptorosaurs:
Osmolska et al. 2004; and ornithomimosaurs, e.g. Peleca-
nimimus (LH 7777)), the jugal is dorsoventrally thin and
rod-like. The ventral margin of the jugal is ventrally convex
in lateral view, but it is unclear whether this is due to defor-
mation during preservation. The anterior end of the jugal
is only slightly expanded dorsoventrally at the maxillary
contact. A short anterior spur meets the jugal ramus of the
maxilla at the posteroventral margin of the antorbital fossa,
and this fossa forms a small, crescentic emargination on
the dorsal half of this spur. Unlike the jugals of ornithomi-
mosaurs (Makovicky et al. 2004), Scipionyx (Dal Sasso
& Maganuco 2011) and the therizinosaurid Erlikosaurus
(Clark et al. 1994), the anterior spur of the jugal does not
extend anteriorly under the antorbital fenestra. The lateral
surface of the jugal body is smooth and bears no foram-
ina, but the superficial texture shows many fine, horizon-
tal striations. There is a faintly developed rugosity on the
ventral edge of the right jugal at the level of the poste-
rior end of the orbit. This cannot be confirmed on the left
side. This rugosity is not as well developed as in tyran-
nosauroids (e.g. the basal tyrannosauroid Proceratosaurus:
Rauhut et al. 2010), and in some dromaeosaurids (e.g. Tsaa-
gan: Norell et al. 2006; Linheraptor: Xu et al. 2010a). The
postorbital process of the jugal is anteroposteriorly short.
The dorsal end is broken, but pieces of the process adhere
to the posterior margin of the postorbital, indicating that
the postorbital bar was anteroposteriorly short and formed
equally by the postorbital and the ascending process of the
jugal. The posterior end of the jugal is broken at the contact
with the quadratojugal, but it is clear from the sutural marks
on the preserved portions of both of these bones that it was
forked for the reception of the anterior end of the quadra-
tojugal. The ventral process of this fork extended farther
posteriorly than the dorsal process, and terminated at a level
posterior to the midpoint of the infratemporal fenestra.

Quadratojugal. Only the right quadratojugal (Figs 4A,
B, 8) is preserved, and it is complete. The quadratoju-
gal is L-shaped in lateral view, unlike the inverted T-
shaped quadratojugals (Norell et al. 2001b) of most mani-
raptorans (e.g. oviraptorosaurs: Osmolska et al. 2004;
the therizinosaurid Erlikosaurus: Clark et al. 1994; and
dromacosaurids: Norell & Makovicky 2004). It has a
mediolaterally thin and dorsoventrally tall posteromedial
process that contacts the lateral surface of the quadrate.
This process extends to approximately mid-height of the
quadrate shaft. The anterior process of the quadratoju-
gal is dorsoventrally low and tapers anteriorly, extend-
ing distally almost to the level of the anterior end of the
infratemporal fenestra. Unlike the condition of some non-
coelurosaurian theropods (e.g., Majungasaurus: Sampson
& Witmer 2007; Monolophosaurus: Zhao & Currie 1993),
derived ornithomimosaurs (Makovicky et al. 2004), Scipi-
onyx (Dal Sasso & Maganuco 2011), and many manirap-

A

Figure 8. Posterior skull and mandible bones of Aorun zhaoi
(IVPP V15709). A, right lateral view; B, line drawing of right
lateral view. Hatched area shows damage to surangular. Abbrevi-
ations as in Figs 4, 5 and: rpa, right prearticular. Scale bar equals
1 cm.

torans (e.g, Erlikosaurus: Clark et al. 1994; Linheraptor: Xu
et al. 2010a), the anterior end of the quadratojugal does not
extend anterior to the posterior corner of the infratemporal
fenestra.

Lacrimal. Both lacrimals (Figs 4, 9) are incomplete.
The right lacrimal preserves the lacrimal angle, poste-
rior process, and proximal portions of the nasal and jugal
rami. The only preserved portion of the left lacrimal is
the distal tip of the jugal ramus. As in most theropods
which have a prefrontal, the lacrimal in Aorun contacts
the prefrontal posteriorly, the jugal and maxilla ventrally,
the nasal dorsally, and the maxilla anteriorly. The lacrimal
angle shows no evidence of a foramen or fossa for the naso-
lacrimal duct, although its lateral surface is abraded. Most
theropods have at least a small foramen on the lacrimal
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Figure 9. Close-up of anterior orbital region of Aorun zhaoi
(IVPP V15709). A, right anterolateral view; B, line drawing of
right anterolateral view. Abbreviations as in Figs 4-6. Scale bar
equals 1 cm.

angle, but this foramen is absent in some basal theropods
(e.g., Eoraptor: Sereno et al. 1993), ornithomimosaurs
(Makovicky et al. 2004), compsognathids (Peyer 2006), and
alvarezsauroids (Choiniere et al. 2010b). The nasal ramus
of the lacrimal is much longer than the posterior process.
Although the anterior tip is not preserved, sutural marks on
the nasal ramus of the maxilla show that it clearly contacted
the nasal ramus of the maxilla within the antorbital fossa
and contributed to the posterior half of the dorsal margin of
the antorbital fenestra. There are no foramina on the lateral
surface of the nasal ramus. The posteriorly tapering poste-
rior process of the lacrimal is short and projects posterodor-
sally, as in ornithomimosaurs and Zuolong (Choiniere et al.
2010a). It forms a lap joint with the lateral surface of the
prefrontal. The jugal ramus of the lacrimal is anteroposte-
riorly short. It extends to the level of the ventral margin
of the orbit, where it expands anteriorly and posteriorly
to contact the jugal ramus of the maxilla and the ante-
rior end of the jugal, respectively, but the nature of these
contacts cannot be determined because of breakage. Unlike

the strongly anteroposteriorly expanded ventral ends of the
jugal rami of tyrannosaurines (Holtz 2004) and many non-
coelurosaurian theropods (Holtz et al. 2004), the expansion
in Aorun is only moderate.

Nasal. The right nasal (Figs 2A, B, 4A) is incomplete;
parts of it are preserved in articulation with the nasal ramus
of the maxilla dorsal to the anterior end of the antorbital
fenestra and the maxillary fenestra. Only a small portion of
the left nasal (Figs 4A, B, 7A, B) is preserved, lying above
the antorbital fenestra. The separation of the nasals along
the midline suggests that they were unfused, but this cannot
be confirmed. The dorsal surfaces of the nasals are flat and
show no foramina or crenulations. The shape and sutural
contacts of the nasals are uncertain, although based on the
morphology of the nasal process of the maxilla, the nasals
formed the majority of the dorsal roof of the antorbital
fossa.

Postorbital. The left postorbital is not preserved. The right
postorbital (Fig. 4A, B) is badly abraded laterally and
is missing its squamosal process. The frontal process of
the postorbital arches dorsally, unlike the straight frontal
processes of tyrannosauroids (e.g., Alioramus: Brusatte et
al. 2009) and Scipionyx (Dal Sasso & Maganuco 2011).,
and it forms the posterior border of the large, circular orbit.
Although the squamosal process is not preserved, its base is
positioned ventral to the dorsal level of the frontal process,
so that the postorbital was not T-shaped, as it is in many non-
coelurosaurian theropods (e.g. Eustreptospondylus: Sadleir
et al. 2008) and in tyrannosauroids (Holtz 2004). The
squamosal process must have been anteroposteriorly short,
because the infratemporal fossa is much shorter than the
orbit.

Sclerotic ring. The right orbit contains a nearly complete
sclerotic ring (Fig. 4A, B), composed of overlapping ossi-
cles. The sclerotic ring is incomplete posteriorly, due to
several missing ossicles, and the lateral surfaces of the
ossicles are badly abraded, precluding an exact count. The
sclerotic ring occupies almost the entire orbit, leaving a
circular region open in the centre with a diameter that is
approximately 50% of the orbital diameter.

Prefrontal. A small portion of the prefrontal (Fig. 9) lies
in articulation with the posterior process of the lacrimal
along the medial wall of the anterodorsal orbit on the
right side of the skull. A slender lacrimal process extends
ventrally from the preserved portion of the prefrontal along
the medial edge of the lacrimal. A long, slender lacrimal
process of the prefrontal is also present in a variety of thero-
pod taxa, including Zuolong (IVPP V15912). Although the
preserved portion of the skull roof is only fragmentary and
the relative contributions of the individual elements cannot
be fully determined, it is unlikely that the prefrontal formed
a large portion of the dorsal margin of the orbit because the
preserved portion of the frontal shows no notch or sutural
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mark for the prefrontal. In ornithomimosaurs and derived
alvarezsauroids, the prefrontal is hypertrophied (Sereno
2001) and forms a large portion of the skull roof (see Suzuki
etal.2002 and Chiappe et al. 1998 for a differing opinion on
the homology of the alvarezsauroid prefrontal). Similar to
the condition in basal maniraptorans such as Haplocheirus
(IVPP V15988), in Aorun the prefrontal probably sepa-
rated the posterior process of the lacrimal from contacting
the frontal medially and the dorsal surface of the prefrontal
was likely mediolaterally narrow.

Frontal. The frontals (Fig. 4C, D) have been extensively
damaged and displaced during preservation. A thin portion
of the right frontal is preserved in partial articulation with
the right postorbital. The preserved portion of the left frontal
is composed of the postorbital process and possibly the pari-
etal articular region. It is visible on the left side of the skull,
displaced ventrally and medially from the skull roof, and
lying immediately dorsal to the surangular. Poor preser-
vation of the frontal precludes much description, but the
dorsal surface of the frontal is smooth, and the postorbital
process was laterally tapering and well demarcated from
the more anterior orbital rim.

Squamosal. The left squamosal is missing, and only the
quadratojugal process of the right squamosal (Figs 4A, B) is
preserved. It is vertically oriented and parallels the quadrate
along its anterior face. The proximal portion is anteropos-
teriorly long, but it tapers as it extends ventrally to contact
the squamosal process of the quadratojugal, excluding the
quadrate from participation in the border of the posterior
margin of the infratemporal fenestra.

Quadrate. The right quadrate (Figs 4A, B, 10) is missing
the dorsal quadrate head and is preserved in articulation
with the articular, the quadratojugal and the squamosal.
The quadrate is oriented vertically, so that the mandibular
condyles are directly ventral to the quadrate head. The shaft
of the quadrate is posteriorly concave in lateral view. The
quadrate foramen is a tall ovoid in posterior view, occu-
pying the majority of the middle of the quadrate shaft.
There is no fossa associated with the quadrate foramen,
unlike the deep fossa of Haplocheirus (Choiniere et al.
2010b) and ornithomimosaurs (Makovicky et al. 2004),
and it is developed without an associated quadrate fossa as
in Zuolong (Choiniere et al. 2010a), carcharodontosaurids
(Eddy & Clarke 2011) and Allosaurus (Madsen 1976).
Although the lateral side of the posterior surface of the
quadrate shaft is poorly preserved, small pieces of broken
quadrate are present on the lateral edge of the quadrate shaft,
suggesting that the quadrate foramen was entirely devel-
oped within the quadrate. This differs from the condition in
tyrannosauroids (Holtz 2004) and most maniraptorans (e.g.
dromaeosaurids: Norell et al. 2006), where the quadrate
foramen is developed as a distinct opening between the
quadratojugal and the lateral edge of the quadrate. Because

Figure 10. Quadrate of Aorun zhaoi (IVPP V15709). A, poste-
rior view; B, line drawing of posterior view. Abbreviations as in
Figs 4-6, and: qf, quadrate foramen. Scale bar equals 2 cm.

of the close articulation between the articular and the
quadrate, the morphology of the quadrate condyles cannot
be determined, but the lateral surface of the lateral condyle
is entirely covered by a flat facet for the medial surface of the
quadratojugal.

The pterygoid ramus of the quadrate is tall, triangular,
anteroposteriorly longest at the ventral end of the quadrate
nearest the condyles, and tapers into the quadrate shaft
immediately ventral to the level of the dorsal quadrate head.
The medial surface of the pterygoid ramus is concave. The
medial surface bears no pneumatic fossae as are present in
some tyrannosauroids (e.g. Tyrannosaurus: Brochu 2003)
and carcharodontosaurids (Eddy & Clarke 2011). A thin,
vertically oriented sliver of bone adheres to the medial
surface of the pterygoid ramus, extending posteroventrally
along the posterior edge of the bone. This bone sliver does
not appear to be a portion of the broken quadrate, and its
identity cannot be determined.

Palate. The left palatine (Figs 4C, D) only preserves the
vomerine process, and this is badly abraded. The right pala-
tine (Figs 4A, B, 9) only preserves the proximal base of the
vomerine process and the maxillary process. The vomer-
ine process projects anterodorsally to the mid-height of the
antorbital fenestra. The posterior ends of both vomers are
preserved in contact with the right palatine, but nothing can
be said of their morphology due to breakage.
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Mandibular bones

Dentary. The left and right dentaries (Figs 4, 7) are nearly
complete and preserved in articulation with the surangular
and the angular. The left dentary is badly weathered at the
anterior end of the external mandibular fenestra, where it
consists of little more than quadrangular pieces of shat-
tered bone. The anterior end of the right dentary is broken
and deformed so that its ventral surface projects ventrally
beyond the extent of the contralateral dentary.

The dentary is anteroposteriorly long and dorsoven-
trally thin, with parallel dorsal and ventral edges. Although
damaged, the anterior end of the left dentary has a slightly
upturned dorsal edge, as in Haplocheirus (Choiniere
et al. 2010b), many megalosauroids (Benson 2010), Ornit-
holestes (AMNH FARB 619) and some ornithomimosaurs
(e.g. Garudimimus: Kobayashi & Barsbold 2005b). Several
small foramina are present on the lateral surface of the ante-
rior tip of the dentary, as in most theropods. The dentary
symphysis is unfused. The articulated anterior ends of
the dentaries are V-shaped in ventral view. The symphy-
seal surface is flat and parallel to the lateral surface of
the dentary. There is no medial curvature of the anterior
end of the dentaries as in ornithomimosaurs (Makovicky
et al. 2004), therizinosauroids (Clark et al. 2004), advanced
troodontids (Makovicky et al. 2004) and oviraptorosaurs
(Osmolska et al. 2004). The labial surface of the dentary is
flat. Alveolar foramina are present in a subhorizontal row
on the labial surface of the dentary, beginning posterior to
the fourth dentary tooth position. They begin anteriorly as
a series of independent foramina at approximately the mid-
height of the dentary, then move dorsally in a shallow arc
as they extend posteriorly. Beginning at the midpoint of the
dentary, the alveolar foramina are more deeply incised and
are connected by a continuous, dorsoventrally low fossa
that extends posteriorly to the level of the midpoint of the
antorbital fenestra. Beginning at the level of the posterior
end of the alveolar foramina, the dentary expands slightly
dorsoventrally. The dorsal portion of the posterior end of
the dentary is partially obscured by the overlying junc-
tion of the lacrimal, jugal and maxilla. It is short and does
not extend dorsal to the external mandibular fenestra. The
ventral portion of the posterior dentary is long and low,
extending farther posteriorly to contact the angular at the
level of the midpoint of the external mandibular fenestra
and fully covering the splenial in lateral view.

The dentary is fully toothed, and the dentary tooth row
extends posteriorly beyond the posterior extent of the maxil-
lary tooth row by at least three tooth positions, ending
ventral to the midpoint of the antorbital fenestra. There
are at least 20 teeth with preserved crowns in the dentary,
but several tooth positions lack preserved crowns, so the
estimate for the number of teeth in the dentary is 25-30.
This number is similar to many hyperdentate coelurosaurs,
including therizinosauroids (Clark et al. 2004), troodon-
tids (Makovicky & Norell 2004), Pelecanimimus (Perez-

Moreno et al. 1994), and alvarezsauroids (Choiniere et al.
2010b), but is considerably greater than in coelurosaurs
generally, especially taxa such as Ornitholestes which have
only 12 teeth in the dentary (Osborn 1903).

Surangular. The left surangular (Fig. 4C, D) is poorly
preserved, with an abraded lateral surface. It is missing
the dorsal portion of the posterior half, and the sutural
connection between the left surangular and the left angu-
lar is either fused or has been obliterated by damage. The
posterior end of the right surangular (Fig. 4A, B, 8) is well
preserved at the mandibular articulation, but anterior to
this it is missing large portions of its lateral surface. The
dorsal half of the right surangular is obscured by the jugal
and quadratojugal, and little can be said of the morphology
of this region. From the size of the external mandibular
fenestra, it is clear that the surangular was less than half
the height of the mandible above the external mandibular
fenestra and it shared a long, anterodorsally inclined artic-
ulation with the angular, unlike the flat or anteroventrally
inclined surangular—angular contact in non-coelurosaurian
tetanurans (e.g. Sinraptor) and tyrannosauroids (e.g. Tran-
nosaurus rex: Brochu 2003; and Guanlong: IVPP V14531).
A broken area on the lateral surface of the left surangular
anterior to the mandibular articulation is probably a suran-
gular foramen, but the actual size and shape of the foramen
is impossible to determine. The posterior end of the suran-
gular forms the lateral portion of a small, posteriorly convex
retroarticular process.

Angular. Because the left angular cannot be distinguished
from the surangular (it is either fused or this contact is
damaged and not visible in lateral view), only the right
angular (Fig. 4A, B) is well enough preserved to warrant
description. The right angular is a triangular bone, with a
long, tapering dentary (anterior) process, a tall body and a
short, tapering posterior process that is missing portions of
its lateral surface. The anterior tip of the dentary process
is marked by a shallow groove on its dorsal surface where
the angular process of the dentary would have overlapped
it. The body of the angular is laterally smooth. The poste-
rior process is broken distally, but the ventral surface of the
posterior end of the right surangular shows that the suran-
gular/angular suture extended posteriorly to the level of the
mandibular/quadrate articulation. In ornithomimosaurs, the
angular extends posterior to the mandibular/quadrate artic-
ular region, forming a portion of the retroarticular process
(Makovicky et al. 2004). Medially, the angular of Aorun
forms an extensive, flat contact with the prearticular.

Splenial. The left and right splenials (Fig. 4A, B, 5) are
preserved in articulation with their respective mandibular
bones, but the dorsal portions are obscured by matrix near
the palate and the posterior ends are missing. The splenial
is triangular in medial view and extends anteriorly to the
level of the midpoint of the maxillary fenestra. A small,
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ovoid mylohyoid foramen is present on the splenial, opening
anteroventrally at the level of the posterior margin of the
maxillary fenestra.

Prearticular. Both prearticulars (Fig. 5) are preserved in
articulation, but the anterior ends are broken. Unlike the U-
shaped prearticulars of deeper-jawed theropods (e.g. Tyran-
nosaurus: Holtz 2004), the prearticular is long and rela-
tively straight. The middle portion of the bone is dorsoven-
trally thin and subcylindrical, with a shallow concave dorsal
surface that indicates the internal mandibular fenestra was
long and ovoid. The posterior end is mediolaterally thin,
expands dorsoventrally from the middle portion, and forms
a laminar contact with the medial surface of the surangu-
lar. The prearticular extends posteriorly to the end of the
preserved retroarticular process, but due to breakage it is
unclear whether it formed a medial contact with the articu-
lar. The right articular is obscured in posterior view by the
quadrate, which has been ventrally displaced, and the left
articular is not preserved.

Hyoids. Broken pieces of the thin, cylindrical ceratohyals
are preserved along the medial surface of the prearticular
(Fig. 4A, B, 5). As preserved, they reach anteriorly to at
least the level of the postorbital bar, where they terminate
in broken ends, and posteriorly to the posterior ends of the
retroarticular processes. Ceratohyals are preserved in many
theropods, including the co-occurring Haplocheirus (IVPP
V15988).

Dentition
Premaxillary teeth. The four premaxillary teeth (Figs 4,
6, 11A) are subequal in size. As preserved, right premax-

illary tooth one is very small, but it likely is the tip of a
replacement tooth because the corresponding tooth of the
left premaxilla is large and approximately the same size as
the other premaxillary teeth. The crowns are apicobasally
tall, mesiodistally short, and only slightly mediolaterally
compressed: in cross section they are ovoidal, unlike
the D-shape cross sections of the premaxillary teeth of
basal coelurosaurs (e.g. tyrannosauroids: Xu et al. 2006;
Zuolong: IVPP V15912). There are no serrations on any
of the premaxillary teeth, as in Scipionyx (Dal Sasso &
Maganuco 2011), nor any evidence of carinae. All of the
premaxillary teeth are moderately recurved and project
posteroventrally.

Maxillary teeth. The size of the maxillary tooth crowns
(Figs 4, 7, 11B) varies continuously along the maxillary
tooth row, from apicobasally tall, mildly recurved ante-
rior teeth to low, moderately recurved posterior teeth.
The teeth are small relative to the size of the skull,
as in basal ornithomimosaurs (Makovicky et al. 2004),
therizinosauroids (Clark er al. 2004; Kirkland et al.
2005), troodontids (Makovicky & Norell 2004), and
alvarezsauroids (Chiappe et al. 1998; Choiniere et al.
2010b). There is separation between all of the maxillary
tooth positions, unlike the crowded maxillary tooth rows of
some troodontids (e.g. Zanabazar: Norell et al. 2009; and
Pelecanimimus: LH 7777). The anterior maxillary tooth
crowns are subcircular in cross section, resembling the
premaxillary teeth, but the more posterior tooth crowns
are mediolaterally compressed. No maxillary teeth show
development of a mesial carina, but some have a weakly
developed distal carina that bears very small (~10 per
mm), poorly separated apically angled serrations. Only

Figure 11. Teeth of Aorun zhaoi (IVPP V15709). A, left premaxillary tooth 3 lateral view; B, left anterior maxillary tooth lateral view;
C, left mid-dentary tooth lateral view. Abbreviation: ser, serrations. Scale bars equal 2 mm.
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some troodontids (Makovicky & Norell 2004) and ther-
izinosauroids (Kirkland ef al. 2005) among theropods have
serrations angled apically, but in these taxa the serrations
are large and well separated. The maxillary teeth do not
resemble any of the tooth morphotypes previously reported
from Wucaiwan (Han et al. 2011).

Dentary teeth. Several crowns of the anterior dentary
teeth (Figs 4, 7, 11C) are preserved, and the roots are
circular in cross section. The dentary teeth vary in size
and shape, from subcylindrical, mildly recurved anterior
dentary tooth crowns, to apicobasally low, mediolaterally
compressed, moderately recurved posterior crowns. The
shift in morphology begins abruptly posterior to dentary
tooth position seven. Although the anterior dentary teeth
are subequal in size to the premaxillary teeth, the more
posterior dentary teeth are shorter than the corresponding
maxillary teeth. No dentary tooth crowns have a mesial
carina, but one well-preserved crown bears a weakly devel-
oped distal carina that lacks serrations. The alveoli of the
dentary teeth are separated by osseous septae, unlike the
teeth of Shuvuuia (IGM 100/977) and Pelecanimimus (LH
7777).

Axial skeleton

Cervical vertebra. Only one cervical vertebra (Fig.
12A-F) is preserved. It is likely an anterior cervical
because it is anteroposteriorly long and has well-developed
epipophyses. The sutural line between the neural arch and
the centrum is visible in lateral view. In lateral view,
the ventral surface of the centrum is angled posteroven-
trally, a common feature of the anterior cervical centra
in theropods (e.g. Guanlong: IVPP V14531; ornithomi-
mosaurs: Makovicky er al. 2004). The lateral surface of
the centrum bears two foramina on its cortical surface,
as in coelophysoids (e.g. Megapnosaurus: Raath 1977),
ceratosaurs (Carrano et al. 2002), and some manirap-
torans (e.g., Falcarius: UMNH VP 14657; Nomingia: IGM
100/119). The more anterior foramen is located directly
dorsal to the parapophysis. The posterior foramen is located
far posteriorly, close to the posterior vertebral margin
at mid-height on the centrum, as in Falcarius (UMNH
VP14657) but differing from the oviraptorosaur condi-
tion (e.g. Nomingia: IGM 100/119) and the condition of
abelisaurids (Carrano & Sampson 2008) where the poste-
rior foramen is more anteriorly located. Carpenter et al.
(2005, p. 55, fig. E) also illustrated a cervical vertebra of
Coelurus with two lateral foramina, but in this case the
posterior foramen is located far anterior to the position in
Aorun. As in Megapnosaurus (Raath 1977), the posterior
foramen is taller and longer than the anterior foramen. The
lateral surface of the centrum bears a horizontally oriented
fossa enclosing the foramina. This fossa leaves only small
unemarginated surfaces on the lateral surface of the centrum
dorsal and ventral to it. The condition of Aorun is differ-

ent from that of Falcarius (UMNH VP14657), where the
posterior foramen is small and the lateral surfaces of the
cervical centra bear two well-developed lateral crests that
bracket the foramina dorsally and ventrally.

The ventral surface of the cervical centrum is trans-
versely flat. The mesial portion is considerably narrower
mediolaterally than either the anterior or posterior ends.
A deep recess is developed on the ventral surface
between the parapophyses, which are developed on short
pedicels. The anterior and posterior articular surfaces
of the centrum are inclined anterodorsally. The cervical
centrum is opisthocoelous, which is a common condi-
tion in larger non-coelurosaurian theropods (e.g. Majun-
gasaurus: O’Connor 2007; Sinraptor: Currie & Zhao
1993; Allosaurus: Madsen 1976; Baryonyx: Charig &
Milner 1997), and in coelurosaurs only within parvicur-
sorine alvarezsauroids (Chiappe et al. 2002), where it is
pronounced, and in Compsognathus (Ostrom 1978; Peyer
2006), where it more closely resembles the condition in
Aorun. Although slightly wider than high, the anterior artic-
ular surface does not show the dorsally depressed, kidney-
shaped morphology of many coelurosaurs (Gauthier 1986).

The neural arch is long and narrow and nearly the same
length as the vertebral centrum. The prezygapophyses are
long and narrow, with flat, anteromedially oriented prezy-
gapophyseal articular facets, unlike the dorsally convex
(‘flexed’) facets of most coelurosaurs (Gauthier 1986;
Rauhut 2003a). They project almost entirely anteriorly.
The postzygapophyseal facets are directed ventrolater-
ally. Medially, the postzygapophyses are connected by
a dorsoventrally thin intrazygapophyseal lamina (sensu
Wilson 1999) that is emarginated dorsally by the inter-
spinous ligament fossa. This lamina extends posteri-
orly almost to the level of the posterior termini of
the postzygapophyses, as in many coelurosaurs, includ-
ing alvarezsauroids (e.g., Haplocheirus: IVPP V15988),
Ngwebasaurus (de Klerk et al. 2000), Guanlong (IVPP
V14531), most ornithomimosaurs (e.g. Pelecanimimus: LH
7777), and some dromaeosaurids (e.g. Linheraptor: Xu
et al. 2010a). The postzygapophyses bear well-developed
epipophyses dorsal to the postzygapophyseal articular
facets. The right epipophysis is broken at the level of the
posterior end of the postzygapophysis, but it clearly would
have projected posteriorly beyond the level of the articular
facet. The neural spine is anteroposteriorly short relative to
the centrum length, differing from the long neural spines of
most theropods, and more similar to the anteroposteriorly
reduced neural spines of the basal therizinosauroid Falcar-
ius and other maniraptorans (Gauthier 1986; Clark et al.
2002). Although partially broken dorsally, the neural spine
is low. The neural canal is large, almost the same diameter
as the anterior face of the centrum.

Dorsal vertebra. A single dorsal vertebra (Fig. 12G-L)
is preserved. It is likely to be a posterior dorsal because



Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

A juvenile specimen of a new coelurosaur from Xinjiang 17

Figure 12. Vertebrae of Aorun zhaoi (IVPP V15709). A-F, cervical vertebra in: A, anterior; B, left lateral; C, right lateral; D, posterior;
E, dorsal; F, ventral views. G-L, dorsal vertebra in: G, anterior; H, left lateral; I, right lateral; J, posterior; K, dorsal; L, ventral views.
M, caudal vertebrae in lateral view. Abbreviations: cen, centrum; ep, epipophysis; for, foramen; nc, neural canal; ns, neural spine; pap,
parapophysis; poz, postzygapophysis; prz, prezygapophysis; tp, transverse process. Scale bar equals 1 cm.
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the neural spine is anteroposteriorly long, and the para-
pophyses are located dorsally on the neural arch rather than
on the centrum. It is anteroposteriorly much shorter than
the cervical vertebra, only about two-thirds its anteropos-
terior length. The posterior end of the lateral surface of
the centrum bears a single foramen. The ventral surface of
the centrum is mediolaterally convex. The anterior artic-
ular surface is flat and approximately circular. The poste-
rior surface is broken and a portion has disarticulated and
adheres to the middle of the ventral surface. The poste-
rior end of the centrum is pathologically deformed, with
the ventral portion of the posterior articular surface being
deflected anteroventrally and displaced anteriorly.

A faint suture is present at the contact of the centrum and
the neural arch which is visible in lateral view. The prezy-
gapophyses are short, extending anteriorly to only about
10% of the centrum length anterior to the anterior articular
face of the centrum. They are set at the lateral margins of
the neural canal and dorsally inclined. The articular facets
of the prezygapophyses face dorsomedially and are ovoid
in ventral view. The postzygapophyses are broken. The
transverse processes lie posteriorly on the neural arch, just
dorsal to the posterior central margin, and are mediolater-
ally short, anteroposteriorly wide and only slightly inclined
above horizontal. The neural spine is also posteriorly placed,
with its anterior margin at the level of the anteroposterior
midpoint of the centrum and its posterior margin located
posterior to the posterior margin of the centrum. The neural
spine is rectangular in lateral view and is longer antero-
posteriorly than it is dorsoventrally tall. As preserved, the
centrodiapophyseal laminae are asymmetrically developed
on the left and right sides. On the left side, the transverse
process is supported by paired centrodiapophyseal laminae.
The anterior lamina extends far anteriorly to the posterior
edge of the parapophysis and the posterior one is directed
almost completely ventrally and extends to the posterodor-
sal corner of the lateral surface of the centrum. On the right
side, the transverse process is supported by a single lamina
that matches the posterior lamina of the left side. It is likely
that the anterior lamina of the right side is broken. The fossa
created by these paired laminae is deep and lacks accessory
laminae. Comparison with the dorsals of other theropods
(e.g. Guanlong: IVPP V15431) indicates that this vertebra
is probably from a posterior position in the dorsal series,
perhaps D8-10.

Caudal vertebrae. Two other nearly complete vertebrae
and a few fragments of a third vertebra (Fig. 12M) are
probably caudal vertebrae based on the shape of their artic-
ular surfaces, the lack of foramina in the centra and the lack
of para- and diapophyses. The ventral surfaces of these
vertebrae are almost flat. The anterior articular surfaces
of the caudals are square in anterior view, a morphology
consistent with the shape of the caudal vertebrae of many
theropods. Both of the preserved neural spines are angled

Figure 13. Left ulna of Aorun zhaoi (IVPP V15709). A, lateral
view; B, medial view; C, distal line drawing; D, anterior view.
Vertical arrow points anteriorly, horizontal arrow points laterally.
Abbreviations: cas, carpal articular surface; ras, radial articular
surface. Scale bar equals 1 cm; C is not to scale.

strongly posterodorsally, but neither is complete enough to
warrant meaningful description.

Appendicular skeleton

Ulna. The left ulna (Fig. 13) is missing its proximal end,
including the olecranon process and humeral cotyle. The
proximal end of the ulna is mediolaterally narrow and
dorsoventrally tall. This shape supports identification of
the bone as the ulna because the radius of theropods is
generally of similar width and height throughout its length.
The shaft of the ulna is nearly straight, unlike the bowed
condition of more derived coelurosaurs (Gauthier 1986).
The distal end is generally teardrop shaped, with the apex
pointing towards the flexor surface. A small radial tubercle
projects medially from the medial surface of the distal end.

Carpals. In the following descriptions of the manus,
we homologize the three fingers of Aorun with digits
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Figure 14. Left carpus and proximal metacarpus of Aorun zhaoi
(IVPP V15709). A, dorsal view; B, line drawing of dorsal view;
C, medial view; D, line drawing of medial view. Abbreviations
as in Fig. 13, and: dcl, distal carpal 1; mcII-III, metacarpals two
and three; rae, radiale. Scale bar equals 5 mm.

II, IIT and IV of the primitive theropodan manus, as is
currently hypothesized for all tetanurans (Xu et al. 2009a);
however, see Wagner & Gauthier (1999) for a contradictory
opinion.

Left distal carpal 1 and the radiale (Fig. 14) are articu-
lated. Distal carpal 1 contacts the proximolateral surface of
metacarpal II and the proximomedial articular surface of
metacarpal III. In the preserved orientation, the mediodis-
tal surface of the distal carpal does not closely articulate
with the proximal articular surface of metacarpal II, but the
carpals seem to have been slightly offset during preserva-
tion, displacing the mediodistal surface of distal carpal 1
from the metacarpals.

The radiale is subcircular in proximal view, a morphology
that is consistent with the radiale of many theropods, includ-
ing Guanlong (IVPP V14531) and Haplocheirus (IVPP
V15988). Almost the entire proximal surface of the radiale
is occupied by a shallow ovoid fossa that articulates with
the distal end of the radius. The dorsal surface of the radi-
ale is proximodistally very short and mediolaterally wide.
It is only visible as a thin ridge of bone in dorsal view. The
ventral surface of the radiale is obscured by matrix. The
medial surface is shallowly concave and ovoid in outline.
It is unlikely that the medial concavity formed an artic-
ular surface. The distal articular surface is convex and is
closely appressed to the shallowly concave proximal surface
of distal carpal 1. In Guanlong (Xu et al. 2006), Falcarius
(Zanno 2006), and Haplocheirus (IVPP V15988), the distal
end of the radiale is more strongly convex and articulates
within a more well-developed proximal trochlea on distal
carpal 1.

Distal carpal 1 is comma-shaped in dorsal view, with
the tail pointing proximolaterally, unlike the pentagonal
first distal carpals of Haplocheirus (Choiniere et al. 2010b)
and Guanlong (IVPP V14531). The proximodorsal margin
of the distal carpal is flat, unlike the proximally convex
curvature seen in many coelurosaurs, but similar to the
flat proximodorsal margin of distal carpal 1 in Scipi-
onyx Dal Sasso & Maganuco 2011, Falcarius (UMNH VP
12292/12293), Haplocheirus (IVPP V15988) and Guan-
long (IVPP V14531). Although a shallow concavity is
present on the proximal surface of the distal carpal, it does
not appear to bear a well-developed transverse trochlea,
although the shape of the proximal articular surface is
only exposed in medial view. The majority of the distal
surface appears to have articulated closely with the proxi-
mal surface of metacarpal II, but a small ventrolateral tab
contacts the proximoventromedial surface of metacarpal
111, as in Haplocheirus (IVPP V15988), Falcarius (Zanno
20006), and Guanlong (IVPP V14531). The dorsal surface of
distal carpal 1 is flat. The proximal edge is straight, and the
distal edge is angular, fitting into a corresponding notch on
the proximal surface of metacarpal II. The ventral surface
of distal carpal 1 is crescent-shaped. The proximal margin
of the ventral surface is convex in outline.

Metacarpals. Metacarpal II (Figs 14, 15) is 45% the length
of metacarpal III. In dorsal view, it is almost twice the
mediolateral width of metacarpal III at mid-shaft (Fig. 11).
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Figure 15. Left manus of Aorun zhaoi (IVPP V15709). A, medial view; B, lateral view; C, line drawing of medial view; D, line drawing
of lateral view. Dark shading represents unprepared matrix. Abbreviations as in Fig. 14, and: mclV, metacarpal IV; 1I-1-1V-4, phalanges

of digits two to four. Scale bar equals 1 cm.

The proximal end of the medial surface of metacarpal II
is flattened dorsoventrally to form a low, medially project-
ing flange. A well-developed flange is present on the medial
side of the proximal end of metacarpal I in compsognathids
(Gishlick & Gauthier 2007), Haplocheirus (Choiniere et al.
2010b), and Ngwebasaurus (de Klerk et al. 2000), but in
Aorun the flange is not as well developed. The proximal end
of the ventral surface of metacarpal II is flat ventral to the
medial flange, but distal to this flange the ventral surface is
concave. The proximal surface has a dorsoventrally oriented
notch located on the lateral side of the midline that articu-
lates with the angular distal surface of distal carpal 1. The
lateral surface of metacarpal II is closely appressed to the
medial surface of metacarpal III along its entire length,
although this may be a preservational artefact. The distal
condyles are large and the dorsal surfaces of the distal
condyles are almost flat. The distal end of metacarpal II
is not ginglymoid, a very rare morphology in theropods,
but it is abraded and may be missing a portion of the
distal condyles. The lateral condyle is closely appressed
to metacarpal III and the condyles are subequal in size. The

ventral surfaces of the distal condyles project well below
the ventral level of the metacarpal shaft. The ventral projec-
tion of the medial condyle gives it a subtriangular shape in
medial view.

Metacarpal III (Figs 14, 15) is long and slender, only
half the mediolateral width of metacarpal II proximally,
and lacks the proximal expansion seen in many basal teta-
nurans (Rauhut 2003a). The proximal end of metacarpal III
is obscured by the displaced lateral edge of distal carpal 1.
The shaft and proximal and distal ends of metacarpal III are
of subequal width. The distal articular end of metacarpal
IIT is only slightly expanded from the shaft diameter and it
lacks a ginglymus and an extensor pit on the dorsal surface.

Metacarpal IV (Fig. 15) is missing the proximal articular
end and the proximal third of its shaft. The remaining shaft
is extremely slender, and terminates distally nearly level
with metacarpal III, unlike in Haplocheirus (Choiniere et al.
2010b), where metacarpal IV is not as slender and is half,
rather than subequal to, the length of metacarpal III. In
Aorun, metacarpal 1V is closely appressed along its length
to metacarpal 111, and is not laterally bowed as in derived
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maniraptorans. The distal surface is semicircular in lateral
view, but the dorsal surface is obscured.

Manual digits. The digits of the left manus (Figs 3, 15) are
nearly complete and preserved in articulation. Phalanges
IV-2 and I'V-3 are missing, but the fourth digit is otherwise
preserved in life position, allowing confident estimation of
the lengths of the fingers. The middle digit is the longest,
followed by the lateral digit.

Phalanx II-1 is robust, approximately twice the medio-
lateral width of the ulna and metacarpal III. The ventral
surface bears a proximal depression immediately distal to
the flexor processes, but the distal half of the ventral surface
is ventrally flat. This morphology is common in theropods
and differs from the axial furrow of alvarezsauroids (Novas
1997). Well-developed, paired flexor processes are present
on the proximoventral surface, and the medial flexor process
is very large, projecting beyond the ventral level of the
medial metacarpal condyle. The distal condyles of 1I-1 are
ginglymoid, with a well-developed trochlea extending onto
the dorsal surface of the phalanx. In medial view, the distal
condyles are ovoid and the collateral ligament pit is located
on the anterodorsal corner of the condyle. Ungual 1I-2 is
the longest, tallest, and mediolaterally widest of the manual
unguals and it weakly recurves in lateral view. Despite
being the longest and tallest ungual, it is still mediolat-
erally narrow. The flexor tubercle is large and proximally
located. The ventral margin of the flexor tubercle is medi-
olaterally emarginated by symmetrical circular depressions
of the medial and lateral surfaces. These were presumably
attachment points for the paired flexor tendons.

Phalanx III-1 is much shorter than III-2 (62% of its
length), and its shaft is long and slender. The distal condyles
are separated by a mediolaterally narrow, deep trochlea that
extends onto the dorsal surface. The condyles are subcircu-
lar in medial view and the collateral ligament pit is located
in the middle of the condyle. Phalanx III-2 is long and
mediolaterally thin. The proximoventromedial surface of
I11-2 bears a well-developed flexor process. The presence
of a second, paired process cannot be confirmed because
the lateroventral surface of the proximal end is poorly
preserved. The distal condyles of III-2 are ovoid in lateral
view and are separated by a narrow trochlea that extends
onto the dorsal surface. Ungual III-3 is proximodistally
shorter and dorsoventrally much lower than ungual II-2. Its
ventral margin is almost straight in lateral view. A small
piece of missing bone on the proximoventral surface of
the ungual makes it impossible to determine whether the
flexor tubercle is absent or very weakly developed, but if it
was present it was considerably smaller and located more
distally than the flexor tubercle of ungual 1I-2 and located
more distally.

Phalanxes V-1 and IV-2 are missing, although their total
lengths can be confidently estimated at 10 mm based on the
gap between metacarpal IV and phalanx IV-3. Phalanx I'V-

3 is long, dorsoventrally low and mediolaterally thin, and
longer than both of the more proximal phalanges combined
(150% their combined length). Only the proximal portion of
ungual IV-4 is preserved, but it is clearly much smaller than
II1-3, has either weak or no curvature and bears a weakly
developed flexor tubercle that is displaced distally from the
proximal articular surface. There is no proximodorsal lip
on any of the unguals.

Pubis. The joined pubes (Figs 3, 16), including nearly half
of the distal shafts and the pubic boot, are preserved. A
pubic apron is present extending from the anterior margins
of the pubic shafts, which are anteroposteriorly flattened
distally. The medial junction of the pubic apron is depressed
from the anterior surface of the pubic shaft. The pubic boot
is well developed posteriorly but does not project anteriorly.
It is ventrally convex in lateral view, and in distal view it is
mediolaterally narrow, as in coelurosaurs generally (Benson
et al. 2010a). The distal pubes are poorly fused anteriorly,
but the narrow posterior end of the pubic boot is completely
fused. Posteriorly, the pubic boot narrows dorsoventrally
and turns dorsally slightly. The lateral surfaces of the pubic
shafts are concave along the lateral sides of the pubic boot,
forming contralateral indentations that are visible in ante-
rior view as a mediolateral narrowing of the distal pubis.

Tibia. The proximal half of the right tibia (Fig. 3) is
preserved and the left tibia (Figs 3, 17, 18) is nearly
complete, missing only the medial distal condyle. The tibia
is long and slender. The cnemial crest does not project far
anteriorly from the tibial shaft, but both proximal tibiae
have been mediolaterally compressed and the preservation
of the cnemial crests is poor. The proximal extension of the
cnemial crest is level with the posterior condyles. A well-
developed fibular crest is present, which likely was contin-
uous with the proximal end of the tibia, but the proximal
extent cannot be determined because of poor preservation.
The anterior surface of the distal tibia bears a deep, antero-
laterally facing groove for the ascending process of the
astragalus. This groove extends proximally from the distal
end of the tibia, along the anterolateral side of the tibia
for 1.5 cm before grading into the tibial shaft. A groove
on the anterior surface of the distal tibia that restricts the
ascending process to the lateral side is present in many non-
coelurosaurian theropods (e.g. Allosaurus: Rauhut 2003a),
but within Coelurosauria it has only been reported in Tugu-
lusaurus (Rauhut & Xu 2005). In Tugulusaurus, the restric-
tion of this groove to the lateral side of the tibia is simi-
lar to the condition in Aorun. Another similarity to Tugu-
lusaurus 1is that the groove is oriented proximodistally,
whereas in non-coelurosaurian theropods the groove curves
strongly medially as it extends distally (Rauhut & Xu 2005).
However, in dorun the groove is mediolaterally narrower
than that of Tugulusaurus and, unlike the apomorphically
large lateral tibial condyle of Tugulusaurus (Rauhut & Xu
2005), the lateral condyle of the tibia is very small in Aorun.
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pb

Figure 16. Pubes of Aorun zhaoi (IVPP V15709). A, left lateral
view; B, right lateral view; C, anterior view; D, posterior view;
E, ventral view. Abbreviations: ind, indented area; pb, pubic boot.
Scale bar equals 2 cm.

The anterolateral surface of the tibia is angled approxi-
mately 45° to the plane of the anterior surface, probably
serving as an articular surface for the calcaneum, which
is not preserved. The posterior surface of the distal tibia
is flat. The distal tibia is anteroposteriorly thickest medi-
ally, and the step-like offset for the ascending process

of the astragalus yields a marked lateral anteroposterior
thinning.

Fibula. The proximal end of the right fibula has been lost,
but a section of the proximal shaft is preserved lying close
to the right tibia. It is only about half the diameter of the
tibia, but little can be said about its morphology.

Astragalus. The left astragalus (Figs 17, 18) is preserved
in partial articulation with the distal end of the left tibia.
The astragalus has been displaced distally and offset from
the anterior surface of the tibia slightly during preserva-
tion, indicating that the astragalus and tibia were not tightly
co-ossified. The calcaneum is missing. The medial condyle
of the astragalus has been broken off from the astragalar
body and is preserved adhering to the astragalar body
slightly proximal and lateral to its original position. The
lateral condyle is intact and shows that the condyles of
the astragalus were fully developed on the anterior surface
of the tibia. The ascending process, unlike that of most
coelurosaurs (Rauhut 2003a), is mediolaterally narrow and
proximodistally short. As preserved, the triangular ascend-
ing process is restricted to the lateral side of the astragalus,
articulating with the groove on the anterolateral surface of
the tibia. It is unclear whether the ascending process in adult
animals would have completely filled the tibial groove, but it
is possible that the relatively low ascending process merely
reflects incomplete ossification. Given the size and shape of
the groove in the tibia, if the ascending process completely
filled it, the process would be much taller than the astragalar
body, as in most coelurosaurs.

Distal tarsals. Two distal tarsals (Fig. 3) are preserved and
are separate from the proximal ends of the metatarsals. The
lateral distal tarsal is the larger of the two, and possesses
a deep medial notch for the articulation of the subrectan-
gular and smaller medial distal tarsal. The distal tarsals are
both shallowly concave on their proximal aspects and shal-
lowly convex on their distal aspects. The lateral distal tarsal
likely articulated with the lateral astragalar condyle and the
calcaneum based on its lateral position.

Metatarsals. Left metatarsals [-IV are preserved in artic-
ulation with the nearly complete pes, and are missing
portions of the proximal ends (Fig. 19). Only the distal ends
of right metatarsals II-TV are preserved, but right metatarsal
I is complete. Metatarsal V is not preserved on either side.
The maximum length of the metatarsus is about 66% of the
length of the tibia.

Metatarsal I is proximodistally short and has a flattened,
blade-like proximal articulating surface that is closely
appressed to the medial side of metatarsal II. It articu-
lates on the medial surface of metatarsal II, just distal to
the midpoint of its shaft. The dorsal surfaces of the distal
condyles of metatarsal I are smooth and the condyles are
subsymmetrical. The lateral surface of the lateral condyle is
deeply concave where it is closely appressed to metatarsal
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Figure 17. Left tibia and astragalus of Aorun zhaoi (IVPP V15709). A, anterior view; B, lateral view; C, posterior view; D, medial view.
Abbreviations: ast, astragalus; cnc, cnemial crest; tfc, tibiofibular crest. Scale bar equals 1 cm.

II. The medial condyle has a shallow collateral ligament
pit.

Metatarsal II is the same length as metatarsal IV,
unlike the metatarsals of troodontids (Makovicky &
Norell 2004), some ornithomimosaurs (e.g. Struthiomimus:
Osborn 1916), and many tyrannosaurs where metatarsal Il is
shorter than metatarsal IV. The distal condyles of metatarsal
IT are the mediolaterally widest and dorsoventrally tallest
of the metatarsus. They are strongly asymmetrical, with the
lateral condyle extending further distally and being medio-
laterally wider than the medial condyle. The dorsal surface
of the distal condyles is smooth. The shaft of metatarsal II
is mediolaterally wider than that of metatarsal III, and in

cross section the shaft appears to be wider than dorsoven-
trally tall, although preservational distortion of the shafts
makes this assessment tentative.

The shaft of metatarsal III is triangular in cross section
and is exposed in anterior view along the entire metatarsal
length, although the anterior exposure becomes medio-
laterally narrower proximally. In posterior view, the shaft
of metatarsal III is mediolaterally very narrow. The distal
condyles of metatarsal 11 are subsymmetrical, but in distal
view, the dorsal surface slopes laterally, so that it is taller
medially along the contact with the distal end of metatarsal
II than it is laterally along the contact with metatarsal IV.
The dorsal surface of the distal condyles is smooth, although
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mca

Figure 18. Close-up of left distal tibia and astragalus of Aorun
zhaoi (IVPP V15709). A, anterior view; B, line drawing of ante-
rior view; C, lateral view; D, posterior view. Abbreviations as in
Fig. 17, and: apa, ascending process of astragalus; cca, calcaneal
articular surface; mca, medial condyle of astragalus; tg, tibial
groove; tib, tibia. Scale bar equals 1 cm.

there is a very shallow extensor fossa on the anterior surface
located immediately proximal to the condylar articulation
surface.

Metatarsal IV is mediolaterally narrower than the other
metatarsals, a common theropod condition. The shaft of
metatarsal IV is dorsoventrally deeper than it is mediolat-
erally wide. The distal condyles of metatarsal IV are asym-
metrical, with the lateral condyle forming a mediolaterally
narrow tab projecting ventrolaterally from the distal end of

the metatarsus. The distal end of metatarsal IV is medio-
laterally much narrower than the ends of metatarsal II and
metatarsal 111, as in ceratosaurs (Carrano & Sampson 2008)
and some ornithomimosaurs (e.g. Struthiomimus: Osborn
1916; Garudimimus: IGM 100/13-07-7).

Pedal digits. Representatives of nearly every bone of the
pedal digits are preserved (Fig. 19H—X). The phalanges and
ungual of digit II are more robust than those of the more
lateral digits and the phalanges of this digit bear extremely
deep extensor ligament pits on their distal dorsal surfaces.

Phalanx I-1 is long and thin. The distal condyles are
round in medial view and the collateral ligament pits are
located in the middle of the lateral and medial surfaces. The
ungual is small and gently recurved.

Phalanx II-1 is the mediolaterally widest pedal phalanx
and it is subequal in length to pedal phalanx III-1.
The proximal surface is deeply concave and subcircular.
A well-developed lip is present on the ventral margin
projecting proximally. The dorsal margin bears a small
extensor process that projects proximally. The lateroven-
tral edge of the proximal end of the ventral surface of
pedal phalanx II-1 bears a small, lateroventrally project-
ing flange. The symmetric distal condyles of pedal phalanx
II-1 are separated by a trochlea that is continuous dorsally
with a deep, mediolaterally extensive extensor ligament pit.
The medial collateral ligament pit is round, centrally placed,
and occupies the majority of the medial surface of the distal
condyles. The lateral collateral ligament pit is small, ovoid
and dorsally displaced. Pedal phalanx II-2 is nearly equal
in length to II-1. The proximal surface is triangular, divided
into lateral and medial cotyles for articulation with the ging-
lymoid end of II-1 and bears a prominent extensor process
on the dorsal margin. The distal condyles of I1-2 are ovoid in
lateral and medial views. Its collateral ligamentous fossae
are dorsally displaced and a deep, narrow trochlea sepa-
rates the condyles, extending far proximally onto the dorsal
surface.

Pedal ungual II-3 is the largest pedal ungual, as in
Haplocheirus (IVPP V15988), dromaeosaurids (Norell &
Makovicky 2004) and troodontids (Makovicky & Norell
2004). It is weakly recurved, unlike the hypertrophied,
strongly recurved digit I ungual of dromaeosaurids (Norell
& Makovicky 2004) and troodontids (Makovicky & Norell
2004). The ventral surface bears a well-developed, proxi-
mally located flexor tubercle. The distal end is a spike-like
tapering cone, as opposed to the pyramidal shape of the
more lateral unguals. The ungual of pedal digit II is much
larger than the ungual of digit III, almost twice the length
and height at the articular surface, although pedal ungual
I11-4 is not completely preserved.

Pedal phalanx III-1 is the longest pedal phalanx, but is
only marginally longer than II-1. The proximal end of the
ventral surface bears two proximodistally short ridges along
the lateral and medial margins. The shaft is mediolaterally
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Figure 19. Left metatarsus and partial left and right pedes of Aorun zhaoi (IVPP V15709). A, anterior view; B, line drawing of anterior
view; C, medial view; D, line drawing of medial view; E, posterior view; F, line drawing of posterior view; G, lateral view; H, distal line
drawing of left metatarsals; I-L, left pedal phalanx II-1 in: I, line drawing of proximal surface of pedal phalanx II-1; J, lateral view; K,
dorsal view; L, line drawing of distal view; M, N, left pedal phalanx II-2 in: M, lateral view; N, dorsal view; O, P, left pedal ungual I1-3
in: O, lateral view; P, dorsal view; Q, line drawing of left pedal phalanx III-1 in proximal view; R, S, left pedal digit III in: R, lateral
view; S, dorsal view; T, line drawing of left pedal phalanx IV-1 in proximal view; U, V, left pedal phalanges IV-1 and IV-2 in: U, lateral
view; V, dorsal view; W, right pedal digit IV in lateral view; X, right pedal ungual IV-5 in lateral view. Arrows refer to H, vertical arrow
indicates dorsal direction and horizontal arrow indicates lateral. Abbreviations: fl, flexor process; I-IV, metatarsals one to four; I-1-1V-4,
pedal phalanges of digits one to four. Scale bar equals: A—H, 1 cm; [-X, 5 mm.
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much thinner than II-1 and bears a shallower extensor pit
on the distal dorsal surface. The distal condyles are round
in lateral and medial view, and the collateral ligamentous
fossae are asymmetrically developed, as in II-1. The ventral
surface of I1I-1 is flat. The proximal end of I1I-2 is mediolat-
erally wide and anteroposteriorly tall, but the shaft narrows
markedly mediolaterally distal to its proximal articulation.
The proximal end of the ventral surface bears similar lateral
and medial ridges as III-1, although they are less ventrally
extensive. The distal condyles are circular in lateral view,
with centrally located, symmetric collateral ligament pits.
The dorsal surface of the distal condyles is not ginglymoid,
but there is a well-developed extensor pit on the dorsal
surface just proximal to the condyles. The distal condyles
of III-3 appear ginglymoid, but are poorly preserved and
this cannot be confirmed on the contralateral side.

The phalanges of pedal digit IV are slender and elon-
gate, with an arched ventral surface and shallow exten-
sor pits. This contrasts with the fourth digit of many
theropods, including ornithomimosaurs (Makovicky et al.
2004), Nqwebasaurus (AM 6040), Dilophosaurus (Tykoski
& Rowe 2004), Avimimus (IGM uncatalogued specimen),
and tyrannosaurines (Holtz 2004), where the phalanges of
the lateral pedal digit become proximodistally short and
dorsoventrally deep with proximally extensive extensor pits
and long narrow flexor processes. The extensor processes
are small and the ventral surfaces are flat. Only a small
portion of the ungual for pedal digit IV is preserved, but it
is much smaller than that of digit I1I.

Phylogenetic analysis

The full phylogenetic analysis produced 80 MPTs of
length 3045, Consistency Index (CI) 0.213 and Reten-
tion Index (RI) 0.611 (Fig. 20A). The ontogenetic anal-
ysis produced 4416 MPTs of length 3036, CI 0.214 and
RI 0.614 (Fig. 20B). The phylogenetic position of Aorun
differs only slightly between the full and the ontogenetic
analysis. In the full analysis, dorun is recovered as a
member of the Coelurosauria, more derived than Tyran-
nosauroidea but basal to Compsognathidae, in a grade of
relatively basal coelurosaurs that includes Tugulusaurus
+ Coelurus, Scipionyx and Ornitholestes. Juravenator is
recovered as a derived compsognathid in this analysis,
the closest relative of the much larger Huaxiagnathus.
Several characters unambiguously support a monophyletic
grouping of Maniraptora (sensu Choiniere et al. 2010b),
Ornithomimosauria, Compsognathidae and the aforemen-
tioned grade of relatively basal coelurosaurs, including: the
lack of a suborbital jugal process (character 57, reversed in
Ornithomimosauria, Oviraptorosauria and Archaeopteryx);
a tapering quadratojugal process of the squamosal (charac-
ter 105, also known in some ceratosaurs, e.g. Limusaurus:
Xu et al. 2009a; and coelophysoids, e.g. Coelophysis:

Colbert 1989); a dentary with subparallel dorsal and
ventral edges (character 189, highly homoplastic within
Theropoda); the loss of premaxillary tooth serrations (char-
acter 216, regained in some dromaeosaurids (e.g. Deinony-
chus: Ostrom 1969); loss of the mesial carinae on the maxil-
lary teeth (character 222, regained in some dromaeosaurids,
e.g. Deinonychus: Ostrom 1969; and in therizinosauroids,
e.g. Falcarius: Kirkland et al. 2005); reduction in the
height of the cervical neural spines (character 266, highly
homoplastic in Theropoda); posterior dorsal vertebrae with
square, rather than high rectangular neural spines (character
289, also present in Masiakasaurus (Carrano et al. 2002)
and some coelophysoids, and reversed in Harpymimus
(Kobayashi & Barsbold 2005a), some therizinosauroids,
some oviraptorosaurs and some dromaeosaurids); shaft
diameter of phalanx II-1 greater than that of the radius
(character 402, reversed in all maniraptorans other than
alvarezsauroids); weakly curved lateral manual unguals
(character 412, highly homoplastic within Coelurosauria);
and presence of a horizontal groove across the anterior
surface of astragalar condyles (character 531, reversed in
Nomingia: IGM uncatalogued specimen).

In the ontogenetic analysis, dorun is recovered as a
part of a monophyletic group including 7Tugulusaurus and
Coelurus, and this group (which forms a trichotomy in
the strict consensus) is basal to Compsognathidae within
Maniraptora. The Tugulusaurus—Coelurus—Aorun group is
supported by two characters: the presence of a deep verti-
cal groove on the anterolateral side of the distal end of
the tibia, and a mediolaterally narrow ascending process
of the astragalus. In the full analysis, the former character
is equivocally optimized and the latter character is inter-
preted as plesiomorphic for Coelurosauria. In the ontoge-
netic analysis, Scipionyx is recovered as a basal member of
the Compsognathidae (as found by Dal Sasso & Maganuco
2011), and Juravenator is recovered as a derived member of
the same group, although it is sister to Sinosauropteryx +
Huaxiagnathus.

Maniraptorans more derived than the Tugu-
lusaurus—Coelurus—Aorun  clade (but inclusive of
Compsognathidae) are diagnosed in the ontogenetic
analysis by nine characters, including: loss of the anterior
process of the jugal so that it does not extend ventral to
the antorbital fenestra (character 57, reversed in Citipati
and Archaeopteryx); frontal process of postorbital curves
anterodorsally making dorsal border of postorbital concave
(character 89, reversed in all compsognathids but optimizes
to base of clade when Ornitholestes is a basal member); loss
of posterior pneumatic recess in quadrate (character 113,
reversed in Incisivosaurus); dentary with subparallel dorsal
and ventral margins (character 189, reversed many times
within this group); loss of lateral flange along dorsal margin
of surangular (character 196, reversed in Haplocheirus
and some dromaeosaurids); loss of D-shaped premaxillary
tooth crowns (character 217, reversed in Ornitholestes,
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Figure 20. Strict consensus trees showing phylogenetic position of Adorun zhaoi (IVPP V15709). A, full analysis consensus of 80 MPTs,
length = 3045, CI = 0.213, RI = 0.611; B, ontogenetic analysis consensus of 4416 MPTs, length = 3036, CI = 0.214, RI = 0.614.
Open circle at node denotes Coelurosauria, open triangle denotes Maniraptora, open star denotes Paraves. Numbers below selected nodes
indicate Bremer support values.
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Figure 21. Long bone histological sections from Aorun. A, transverse section of IVPP V15709 femur viewed with polarizing microscopy;
B, transverse section of IVPP V15709 tibia viewed with polarizing microscopy. The majority of the diaphyseal cortices in both elements
are composed of woven fibrolamellar matrix. The deepest cortices (left in A and upper left in B) show longitudinal, reticular and
circumferentially oriented vascularization. Closer to the cortical surface longitudinal vascularization become prevalent. No lines of
arrested growth (LAGs) are present in either element. Nevertheless, the outermost bone matrix is avascular, suggesting that IVPP V15709
was in the process of forming an annulus, and perhaps a LAG, at the time of death. Scale bar equals 2 mm.

Zanabazar and Dromaeosaurus); pronounced hypapophy-
ses in anterior dorsals (character 270, lost in Microvenator,
Avialae, Sinovenator, and some dromaeosaurids); presence
of a distinct muscle scar on lateral surface of distal end
of deltopectoral crest (character 358, highly homoplastic
within this group); and manual phalanx II-1 greater in
diameter than radius (character 401, reversed in Paraves,
Therizinosauroidea and Oviraptorosauria).

Histological analysis and ontogenetic stage
of the holotype
The majority of the diaphyseal cortices are composed of
woven fibrolamellar matrix with longitudinal, circumferen-
tial and reticular oriented primary vascular canals (Fig. 21).
Secondary bone such as Haversian canals are absent, as
is endosteal bone. Close to the cortical surface, the bone
composition changes to a more parallel-fibred matrix with
sparse longitudinal vascularization. No lines of arrested
growth (LAGs) were observed on either the tibial or fibu-
lar histological sections. Nevertheless, the outermost bone
matrix is avascular, suggesting that IVPP V15709 was in
the process of forming an annulus, and perhaps a LAG,
at the time of death. These observations support a maxi-
mum age of one year for the specimen, and in fact probably
less given that most extant vertebrates are not hatched/born
during the most environmentally stressful climatic condi-
tions when the endogenous growth lines typically form.
The histological analysis is corroborated by the lack of
complete fusion of any of the neural arches to the centra
in the vertebral column, which suggests that [IVPP V15709
is an immature individual, although neural arch fusion is

not necessarily a good indicator of developmental stage in
archosaurs (Brochu 1996; Irmis 2007). Additionally, the
cortical bone preserved on the lower jaw, metatarsus, tibia
and femur has the striated, ‘scarred’ texture (Fig. 22) seen on
these bones in many immature archosaurs, including extant
crocodilians and birds (Dal Sasso & Maganuco 2011),
sauropodomorph embryos (Reisz et al. 2005; Salgado et al.
2005), and the presumed early juvenile theropods Scipi-
onyx (Dal Sasso & Maganuco 2011), Juravenator (Gohlich
et al. 2006) and Sinosauropteryx (Currie & Chen 2001).
This texture diminishes with increasing ontogenetic age.

A number of other skeletal characteristics, however,
show that the holotype of Aorun does not represent an
especially early ontogenetic stage, such as a perinate or
embryo (Bever & Norell 2009). These characteristics are
discussed at length by Dal Sasso & Maganuco (2011) and
include: nasals longer than frontals, whereas in embryos
and perinates they are either shorter or subequal; presence
of replacement teeth, whereas very young theropod speci-
mens such as Scipionyx do not show replacement teeth; and
a relatively long dentary, whereas the dentary is short in
very young theropods like Scipionyx.

Discussion

Implications for theropod diversity in the

Middle to Late Jurassic

Aorun is the seventh named theropod and the fourth
coelurosaur from the Shishugou Formation. The three
previously known coelurosaurs (Guanlong, Haplocheirus
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Figure 22. Surface texture of cortical bone of Aorun zhaoi (IVPP V15709) showing longitudinal striations characteristic of early
ontogenetic stage. A, anterior surface of tibia; B, lateral surface of dentary. Figures not to scale.

and Zuolong) were also found at Wucaiwan but at higher
stratigraphical levels in the Late Jurassic part of the forma-
tion. Aorun is thus the oldest coelurosaur known from
the Shishugou Formation and likely dates to the Middle
Jurassic, although the radiometric dates for this part of
the Shishugou Formation fall within the error of the
Middle-Late Jurassic boundary on the world geological
timescale (Gradstein et al. 2004). The adult size of Aorun
is unknown, and based on the extremely small size of the
Guimarota Allosaurus maxilla relative to the adult size of
that taxon (Rauhut & Fechner 2005), it is possible that
an Aorun adult could have been as large as Sinraptor or
Monolophosaurus. However, the coelurosaurian record of
the Shishugou Fm. is limited to small-medium bodied taxa
(Xu et al. 2006; Choiniere et al. 2010a, b; Han ef al.
2011), and the coelurosaurian status of Aorun thus suggests
that adults of this species were only of moderate size.
Aorun differs in overall skull dimensions from Zuolong
and Guanlong, with a proportionately longer maxilla and
a lower rostrum. Although the overall skull dimensions
and hand morphology are similar to the basal Shishugou
alvarezsauroid Haplocheirus, Aorun can be readily differ-
entiated from that taxon based on both cranial and postcra-
nial morphology.

The discovery of Aorun and its recognition as a
coelurosaur provides more evidence for the remarkable
theropod diversity of the Shishugou Formation (reviewed
in Eberth ef al. 2010). This fauna spans a range of body
sizes, from the 2 m long Haplocheirus (Choiniere et al.
2010b) to the 6 m long Sinraptor (Currie & Zhao 1993),
and a range of trophic levels, from the edentulous (and
presumably herbivorous) ceratosaur Limusaurus (Xu et al.
2009a) to the hypercarnivorous basal tyrannosauroid Guan-
long (Xu et al. 2006). In its phylogenetic diversity and taxo-
nomic composition, the theropod fauna of the Shishugou
Formation is broadly similar to other well-sampled terres-
trial Laurasian Late Jurassic theropod faunas. For example,

the Shishugou Fm., the Morrison Fm. of the western USA,
and the Lourinha and Alcoboga formations of Portugal have
fauna composed of basal neotheropods, non-coelurosaurian
tetanurans, basal tyrannosauroids, and other coelurosaurs
(Dodson et al. 1980; Mateus 2006; Mateus et al. 2006).
Although penecontemporaneous theropod faunas from the
UK are known primarily from marine deposits with sparse
fossils of terrestrial animals, there is at least some indica-
tion that they had similar phylogenetic breadth (Benson &
Barrett 2009).

The Late Jurassic theropod faunas of Portugal and
the western USA share several genera and relatively
closely related taxon pairs (Mateus 2006), including the
basal tyrannosauroids Aviatyrannus and Stokesosaurus
(Rauhut 2003b). Although the Shishugou basal ceratosaur
Limusaurus appears to be closely related to the basal
Tendaguru ceratosaur genus Elaphrosaurus (Xu et al.
2009a), which may also be present in the Morrison Forma-
tion (Galton 1982), the coelurosaurs and tetanurans from
the Shishugou have no generic overlap, and are not hypoth-
esized to form exclusive sister-group relationships with
coelurosaurs from these formations. This difference may be
a reflection of endemism of Asian dinosaur faunas during
the Middle to Late Jurassic (Mateus 2006; Upchurch et al.
2002), or merely a function of the time difference between
the Shishugou (Oxfordian/Callovian) and the Morrison and
Lourinha (Kimmeridgian/Tithonian) formations. There are
few geographical areas worldwide that sample both the
earliest and the latest Late Jurassic to test these hypotheses.
However, the close phylogenetic affinities of the Oxfordian
taxon Metriacanthosaurus with Asian metriacanthosaurids,
including Sinraptor (Carrano et al. 2012), may support the
latter hypothesis. If this is the case, then theropod faunal
differences in Laurasian Jurassic deposits are a function of
time rather than geographic barriers to dispersal.

Gondwanan Late Jurassic localities such as the
Tendaguru Beds (Rauhut 2005, 2011) generally are missing
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the coelurosaurian faunal component present in contempo-
raneous beds in Laurasia. The reasons for this distribution of
Jurassic coelurosaurs remain unclear. While some authors
(e.g. Rauhut 2011) have argued that it reflects a true differ-
ence in coelurosaur biogeography, other research suggests
sampling bias, perhaps based on body size. Eberth et al.
(2010) have hypothesized that frequent and ‘good’ fossil
representation of small theropods may require unusual
preservational opportunities. This idea is supported by the
recent discoveries of Lagerstétten in the shallow lacustrine
Daohugou Beds of north-east China (Zhang et al. 2002,
2008; Hu et al. 2009; Xu et al. 2010b, 2011), which clearly
show that paravian taxonomic diversity was high in the
Middle-Late Jurassic, despite the poor sampling of these
taxa in contemporaneous terrestrial beds. Therefore, while
the diverse coelurosaurian fauna of the Shishugou supports
the hypothesis that coelurosaurs were widespread in the
Late Jurassic of Laurasia, testing whether Gondwana was
depauperate of coelurosaurs during this time period will
require denser sampling of Jurassic deposits in the south-
ern hemisphere.

Ghost lineages (Norell 1992, 1993) demonstrate that the
origins of all major coelurosaurian clades date at least to
the earliest Late Jurassic (Rauhut 2003a; Hu et al. 2009;
Choiniere et al. 2010b; Xu et al. 2010b), but robust hypothe-
ses of coelurosaurian relationships and morphological
evolution within the group have been hampered by a lack of
stratigraphically older, basal taxa. These taxa are important
because they have the potential to preserve plesiomorphic
morphologies that change character polarities at the base
of clades. For example, the recent discovery of a spate of
Middle—Late Jurassic basal paravians in China (e.g. Zhang
et al. 2008; Hu et al. 2009) has led to bold new hypothe-
ses of relationships within this group (e.g. Xu et al. 2011).
Similarly, the recognition of the Middle Jurassic Procer-
atosaurus as a basal tyrannosauroid and the descriptions
of the Jurassic tyrannosauroids Stokesosaurus langhami
(Benson 2008), Guanlong (Xu et al. 2006) and Kileskus
(Averianov et al. 2010) have surprisingly shown that the
earliest tyrannosauroids differed greatly in body propor-
tions from their better-known Late Cretaceous descendants
(Brusatte et al. 2010b). Although our understanding of early
paravian diversification has been revolutionized by discov-
eries of Jurassic taxa, long ghost lineages still exist for some
more basal coelurosaurian groups (Ji et al. 2003; Eberth
et al. 2010). For example, the oldest known ornithomi-
mosaur material is Hauterivian—Barremian (Buffetaut et al.
2009; Allain ef al. 2011) and the earliest therizinosauroids
(Xu et al. 1999) and oviraptorosaurs (Xu et al. 2002)
are from the Barremian (although Eshanosaurus may
date to the Jurassic; Barrett 2009), at least 25 million
years after these groups are inferred to have origi-
nated. This underscores the importance of including taxa
like Aorun in comprehensive analyses of coelurosaurian
relationships.

Implications for hypotheses of coelurosaur
dietary shifts
Zanno and colleagues (Zanno et al. 2009; Zanno &
Makovicky 2011) proposed that early coelurosaurian diver-
sification was coincident with a shift in feeding strat-
egy from hypercarnivory to omnivory and in some
coelurosaurian clades to obligate herbivory. They hypoth-
esized that the common ancestor of all coelurosaurs more
derived than Tyrannosauroidea should show morphological
correlates of dietary diversification. Although our phylo-
genetic results differ from these authors in finding Comp-
sognathidae in a derived position, we recover 4orun as the
sister taxon to all coelurosaurs more derived than Tyran-
nosauroidea. Thus, Aorun occupies an important position
on the coelurosaurian tree for testing this hypothesis.
Interestingly, some features of the anatomy of Aorun
are consistent with morphological changes predicted by
Zanno et al. (2009), including the loss of premaxillary tooth
serrations and non-raptorial lateral manual unguals. It is
therefore possible that the anatomical features of Aorun
are representative of morphofunctional correlates of dietary
plasticity close to the base of Coelurosauria.

Implications of ontogenetic stage for

phylogenetic position of Aorun

The phylogenetic placement of Aorun is due to its lack
of synapomorphies that provide evidence of affinity with
higher coelurosaurian taxa. It is possible that Aorun lacks
these apomorphic features because it is a juvenile. Ideally,
semaphoronts chosen as terminal taxa in a phylogenetic
analysis are from the same ontogenetic stage (Hennig 1966;
Wiley 1981; Kluge 1985). Taxa represented by immature
exemplars pose a problem for phylogenetic analysis when
mixed indiscriminately with mature exemplars because
character states for a given taxon may change over ontogeny,
and in the case of ontogenetic changes that evolve by termi-
nal addition, immature specimens may lack a derived char-
acter state that only develops late in the sequence (Mabee
2000). Although invertebrate systematists have had success
incorporating data from a variety of life stages in their anal-
yses (e.g. Meier & Lim 2009), the detailed growth series
needed to include this sort of data in a phylogenetic analysis
is not available for almost all fossil taxa, particularly verte-
brates, and is limited to skeletal features that mineralize
relatively late in ontogeny. When attempting to assess the
phylogenetic position of a new taxon known only from an
immature specimen, dinosaurian researchers have generally
taken two approaches: listing the diagnostic apomorphies
of higher taxa that are identifiable in the immature specimen
and assigning the new taxon to the least inclusive group it
can be referred to (hereafter ‘apomorphy approach’; e.g.
Dal Sasso & Signore 1998; Norell et al. 2001a; Balanoff
et al. 2008; Kundrat et al. 2008; Tsuihiji et al. 2011), or
simply including the new immature taxon in a phylogenetic
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analysis (e.g. Currie 2003; Gohlich & Chiappe 2006; Allain
et al. 2007; Choiniere et al. 2010a), often with charac-
ters suspected of varying over ontogeny scored as missing
data (question marks). The apomorphy approach has the
disadvantage of not testing the en suite character distribu-
tion of the new taxon in a phylogenetic analysis and thus
requires ad hoc judgments when conflicting character suites
are present, but may be appropriate where the reliable diag-
nostic characters are present that narrow the identification
of the new taxon to a desired taxonomic level. The second
approach has the advantage of explaining the phylogenetic
position of the new taxon in light of the suite of char-
acter evidence it bears, but the phylogenetic results must
be interpreted with caution because juvenile semaphoronts
may differ from adult semaphoronts of the same taxon.

The apomorphy approach is potentially problematical
for discerning the phylogenetic position of Aorun. The
Middle-Late Jurassic date of the Shishugou Formation
makes it penecontemporaneous with the hypothesized time
of earliest coelurosaurian diversification (Rauhut 2003a;
Choiniere et al. 2010a, b; Rauhut ef al. 2010), and thus
coelurosaurs preserved within it may lack the full suite of
apomorphies of higher coelurosaurian taxonomic groups
(e.g. Haplocheirus: Choiniere et al. 2010b). It follows
that 4orun might only preserve a few diagnostic apomor-
phies and that even fewer of these would be manifested
in immature individuals. Furthermore, the characters diag-
nosing higher theropod taxa, particularly Coelurosauria,
are in a state of flux (Choiniere et al. 2010a), and new
taxa (particularly basal taxa from geologically older forma-
tions) are important for assessing these diagnostic character
distributions.

The phylogenetic approach is also potentially problem-
atical for elucidating the relationships of Aorun. There has
been little research on the effects of including semaphoronts
of differing ontogenetic stages in phylogenetic analyses.
Tykoski (2005) analysed the influence of ontogenetically
variable characters in a phylogenetic analysis of the Coelo-
physoidea and showed that when immature taxa are coded
as adults in a phylogenetic analysis, the immature taxa were
recovered in artificially basal positions relative to adults
of the same taxon. Similarly, Kammerer (2010) conducted
a phylogenetic analysis of anteosaurian therapsids where
juveniles and adults were coded as separate operational
taxonomic units (OTUs) and found that when known juve-
nile or subadult specimens of a given taxon were included
in the analysis, these specimens were recovered in more
basal position on the tree than the adults. Recently, Tsui-
hiji et al. (2011) showed that a juvenile specimen of the
derived tyrannosauroid Tarbosaurus bataar (identified as
such based on the apomorphy approach) was recovered in
a more basal position when coded as an exemplar in an
analysis of tyrannosauroid relationships. These results are
supported by the observation that in centrarchid fish approx-
imately 75% of developmental changes are the product of

terminal addition (Mabee 2000), thus the appearance of
derived character states late in ontogeny would result in an
immature taxon scored for the plesiomorphic state in the
majority of instances. Based on these limited studies, Aorun
might be expected to occupy an artificially basal position
in phylogenetic analyses.

Although  Aorun  shows characters suggesting
coelurosaur affinities, such as features of the hand, it
has other features, such as a short ascending process of the
astragalus, that imply a more basal phylogenetic position.
Incorporating Aorun into a phylogenetic analysis is the
most rigorous means of assessing the relative importance
and hierarchal nature of these characters. Varrichio (1997)
and Bever & Norell (2009) listed morphological characters
that are likely to change ontogenetically in dinosaurs and
troodontids, respectively. These characters are possibly
misleading when immature specimens are included in a
phylogenetic analysis, but remain useful as phylogenetic
markers for adults.

The phylogenetic position of Aorun differs when onto-
genetically variable character codings are excluded from
the analysis. Deletion of these characters moves Aorun
into a more derived position on the theropod tree, above
Ornithomimosauria rather than basal to it. Scipionyx is also
recovered in a more derived position when ontogenetically
variable characters are excluded, where it is hypothesized as
a basal compsognathid rather than part of a coelurosaurian
grade basal to the Compsognathidae. The placement of
Juravenator within Compsognathidae is robust to the exclu-
sion of ontogenetically variable character scorings. At least
for Aorun and Scipionyx, it therefore seems likely that onto-
genetically variable characters are responsible for an artifi-
cially basal position for these taxa if they are included as
exemplars without consideration of ontogenetically variable
characters. In the case of Scipionyx, these characters may
be obscuring higher taxonomic affinities, presumably due
to the retention of plesiomorphies in the juvenile. However,
because adults of Scipionyx and Aorun are unknown and
because developmental trajectories are so incomplete for
most theropods, we are unable to determine a hypothesis
of relationships for these taxa. Nevertheless, the hypothesis
that Aorun is a relatively basal member of the Coelurosauria
is robust to the exclusion of developmentally labile charac-
ter scorings.

Morphological implications of ontogenetic

stage of the holotype

The lack of a complete growth series for almost all non-
avian coelurosaurian taxa makes separating skeletal char-
acteristics that are developmentally labile from those that
are stable problematic. Embryos are known for several
coelurosaurian taxa, including therizinosauroids (Kundrat
et al. 2008), oviraptorosaurs (Norell et al. 2001a) and
troodontids (Varrichio et al. 2002), but postembryonic
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juvenile skeletal material of non-avian coelurosaurs is
rare. The discovery of Archaeornithoides (Elzanowski &
Wellnhofer 1993) and Scipionyx (Dal Sasso & Signore
1998) provided some of the first information on the juvenile
coelurosaur skeleton, and recent morphological descrip-
tions of the early ontogenetic skeletal stages of the non-
coelurosaurian tetanuran Allosaurus (Rauhut & Fechner
2005), the tyrannosauroid Tarbosaurus (Tsuihiji et al.
2011) and the paravian theropods Byronosaurus (Bever &
Norell 2009) and Mei (Xu & Norell 2004), are beginning
to fill in this information gap. The work of Carr (1999)
and Carr & Williamson (2004) on craniofacial ontogeny in
tyrannosaurids remains the most thorough investigation of
developmental changes in the morphology of the bones of
the skull for coelurosaurs. Unfortunately, these studies are
limited by the lack of very early tyrannosaurid ontogenetic
stages (i.e. perinates and embryos), and tyrannosaurids
are highly specialized, gigantic coelurosaurs (Holtz 2004)
that probably do not reflect the primitive coelurosaurian
morphology or ontogenetic trajectory (Xu et al. 2006;
Benson 2008; Choiniere et al. 2010a). We discuss below
some of the morphologies of Aorun in light of the available
information on ontogenetic shape change.

Relative size of the orbit in comparison to skull length
decreases during development in theropods (Colbert 1989;
Varrichio 1997; Carr 1999; Chure 2000), in keeping with
a general pattern in almost all vertebrates (Emerson &
Bramble 1993). In Aorun, the maximum length of the orbit
is about 29% of maximum skull length, approximately the
same as that of presumed juvenile specimens of Coelo-
physis and Compsognathus (Colbert 1989). Therefore, the
relatively large orbit of Aorun is likely not indicative of the
adult morphology. In the co-occurring Shishugou theropod
taxa Haplocheirus, Guanlong and Limusaurus, all of which
are at least subadults (Xu et al. 2006, 2009a; Choiniere et al.
2010b), maximum orbital length is 20, 18 and 31% of maxi-
mum skull length, respectively. However, Limusaurus has
an unusually short rostrum, related to its edentulous beak.

In dinosaurs in general ontogenetically young speci-
mens are characterized by a short, high rostrum, and the
rostrum increases in length relative to the height of the
skull during development (Coombs 1982; Horner & Currie
1994; Rauhut & Fechner 2005; Bever & Norell 2009;
Tsuihiji et al. 2011). The plesiomorphic condition for teta-
nurans is to elongate the maxilla during development, as
evidenced by the short, high maxilla of hatchling Allosaurus
(Rauhut & Fechner 2005). In the longirostrine basal tyran-
nosauroid Guanlong, the maxilla becomes more elongate
during development (Xu et al. 2006), apparently retain-
ing the plesiomorphic tetanuran developmental trajectory,
but in derived tyrannosaurids the maxilla becomes rela-
tively dorsoventrally higher and anteroposteriorly shorter
with increasing ontogenetic age (Carr 1999; Brusatte ef al.
2009, 2012). In the derived coelurosaur Byronosaurus, the
maxilla also becomes relatively anteroposteriorly longer

during development, but its shape in early ontogeny is
longer and lower than that of more primitive tetanurans,
such as Allosaurus (Rauhut & Fechner 2005; Bever &
Norell 2009). In the one-year-old specimen of Aorun,
the rostrum is already longer and lower than in some
other juvenile coelurosaurs, such as Scipionyx (Dal Sasso
& Signore 1998). Aorun lacks any synapomorphies with
tyrannosauroids, and it can be assumed that its maxillary
growth trajectory would have been similar to the plesiomor-
phic condition for tetanurans, i.e. with an anteroposterior
lengthening of the rostrum coupled with little dorsoventral
expansion. Without an adult specimen to assess the full
extent of this shape change, it is unclear what the endpoint
of rostral elongation was in Aorun, but we speculate that the
adult skull was even longer and lower than that of the juve-
nile, which would indicate a longirostrine adult morphology
perhaps similar to Haplocheirus.

The maxillary fenestra of Aorun is particularly large,
occupying more than 50% of the recessed area of the
anterior end of the antorbital fossa. The size of this
fenestra is more similar to those of some manirap-
torans (e.g. Erlikosaurus: Clark et al. 1994) than to other
basal coelurosaurs and non-coelurosaurian tetanurans. In
Allosaurus the relative size of the maxillary fenestra
decreases during ontogeny (Rauhut & Fechner 2005). In
tyrannosaurids the maxillary fenestra increases in relative
size during ontogeny (Carr 1999). In troodontids the fenes-
tra becomes anteroposteriorly long and dorsoventrally low
during ontogeny, commensurate with changes in rostrum
shape, but the overall amount of fenestrated maxilla remains
approximately constant. Because of this variation in the
development of the maxillary fenestra in tetanurans, it is
impossible to predict its relative size in adult specimens of
Aorun.

The holotype of Aorun has approximately 12 maxillary
tooth positions, a number similar to hatchling Allosaurus
(Rauhut & Fechner 2005) and Byronosaurus (Bever
& Norell 2009) specimens. In Allosaurus tooth count
increases moderately from 13 in the hatchling to 16 in
the adult (Rauhut & Fechner 2005). Embryonic ther-
izinosauroids described by Kundrat et al. (2008) have eight
dentary tooth positions, whereas adult therizinosauroids
have at least 20 (e.g. Erlikosaurus: Clark et al. 1994;
Falcarius: Kirkland et al. 2005), suggesting that tooth
count increases greatly during ontogeny in this group. Like-
wise, if the perinate Byronosaurus specimens described by
Bever & Norell (2009) are conspecific with B. jaffeei, then
maxillary tooth count increases at least two-fold during
development in that taxon. Ontogeny in the hyperdentate
coelurosaur groups Ornithomimosauria (e.g. Pelecanim-
imus: LH 777) and Alvarezsauroidea is poorly known,
but based on the information from therizinosauroids and
troodontids, it seems likely that an increase in tooth
number occurred during their ontogeny. In contrast, in
some members of Tyrannosauridae tooth count decreases
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by three or four maxillary positions during ontogeny (Carr
1999), but in Tarbosaurus bataar tooth count is preserved
throughout ontogeny (Tsuihiji ez al. 2011). Although Aorun
lacks apomorphies that would place it within Troodontidae,
Ornithomimosauria or Therizinosauroidea, it bears rela-
tively small teeth, as in hyperdentate coelurosaur groups.
It is therefore possible that adult specimens of this taxon
had many more teeth, potentially up to double the number
observed in the holotype, and this could in the future be
phylogenetically informative.

The low, laterally restricted ascending process of the
astragalus is of particular interest in 4orun because this
feature is generally a characteristic of non-coelurosaurian
theropods. Oddly, in Aorun the ascending process does
not completely fill the astragalar groove on the anterior
surface of the tibia. An incompletely ossified ascending
process of the astragalus is common in hatchling palaeog-
nath birds (Maxwell & Larsson 2009), and it is possible
that the ascending process of the astragalus in the holotype
of Aorun is incompletely ossified, and that the cartilagi-
nous section of this bone creates a facet on the anterior
tibia prior to complete ossification. If this is the case in
Aorun, adult animals might be expected to have a very tall
ascending process, as is more typical of coelurosaurs, albeit
one that is restricted to the lateral half of the anterior tibia.
However, embryonic specimens of Troodon formosus have
the distinctly flat anterior tibial surface that is a synapo-
morphy of coelurosaurian theropods (Varrichio et al. 2002;
Rauhut 2003a). Therefore, it is unlikely that the morphol-
ogy of the tibiotarsal region in Aorun underwent dramatic
postnatal changes that would have resulted in a more typical
coelurosaurian morphology in adults.

Anatomical discussion

Aorun presents an intriguing mixture of plesiomorphic and
derived features within Coelurosauria. Features of the astra-
galus and distal tibia are among the most important for
distinguishing coelurosaurs from non-coelurosaurian teta-
nurans (Rauhut 2003a; Choiniere et al. 2010a), and Aorun
presents potentially apomorphic morphology in this region
as well as features that are suggestive of phylogenetic affini-
ties not recovered in our phylogenetic analysis.

The anterolateral surface of the tibia of dorun bears a
deep, mediolaterally narrow groove extending far prox-
imally and partially occupied by the ascending process
of the astragalus. The anterior surfaces of the tibiae in
the Australian theropod Kakuru (Molnar & Pledge 1980),
the Chinese theropod Tugulusaurus (Rauhut & Xu 2005),
and the London (NHMUK 37001) but not the Ther-
mopolis Archaeopteryx (Mayr et al. 2005) bear simi-
larly tall, mediolaterally narrow grooves. The ascending
process of the astragalus of Aorun is low and restricted
to the lateral side of the tibia, similar to the condition of
most non-coelurosaurian theropods, e.g. Megapnosaurus
(Raath 1977), Abelisauroidea (Rauhut 2005) and Neovena-

tor (Brusatte et al. 2008). In contrast, most coelurosaurs
have a mediolaterally wide, proximodistally tall ascending
process (Rauhut 2003a), but similar to most coelurosaurs
including Tugulusaurus (Rauhut & Xu 2005), the ascend-
ing process of the astragalus in Aorun is separated from the
astragalar condyles by a groove. In Tugulusaurus, regarded
as the basalmost coelurosaur by Rauhut & Xu (2005), the
ascending process is laterally restricted and low. In Guan-
long (IVPP V14531) and Coelurus (YPM 2010) the ascend-
ing process is limited to the lateral half of the anterior tibia
by a rounded medial tibial ridge. It is possible that the
anterior tibial groove in Aorun articulates with a cartilagi-
nous extension of the ascending process of the astragalus
that had yet to fully ossify in the holotype. If the ascend-
ing process indeed filled the groove, then the morphol-
ogy of the adult form of the ascending process of Aorun
would be autapomorphically tall proximodistally, and thin
mediolaterally, more similar to derived coelurosaurs like
Archaeopteryx than non-coelurosaurian theropods. Thus,
the tibia and astragalus present a conflicting suite of char-
acters for determining the phylogenetic affinities of Aorun.
Other features of the skeleton of Aorun are suggestive
of a relatively derived position within Coelurosauria. The
dorsoventrally flat nasal processes of the premaxilla are
only known in maniraptoran theropods, e.g. Haplocheirus
(Choiniere et al. 2010b). The teeth of Aorun are distinc-
tive, either bearing no serrations (premaxillary and some
dentary teeth), or bearing very fine serrations (~10/mm)
only on the distal carinae (maxillary teeth and some dentary
teeth). Although the distribution of serrations on the teeth of
Aorun may only represent a transient juvenile morphology,
in embryonic therizinosauroids (Kundrat e al. 2008) and
in Byronosaurus perinates (Bever & Norell 2009) the teeth
closely resemble those of adults in the pattern of dental
serrations. Within Coelurosauria, serrations are absent on
the teeth of avialans (e.g., Archaeopteryx: Elzanowski
& Wellnhofer 1996), many troodontids (Makovicky &
Norell 2004), basal ornithomimosaurs (e.g., Pelecanim-
imus: Perez-Moreno et al. 1994; Shenzhousaurus: Ji et al.
2003; and Harpymimus: Kobayashi & Barsbold 2005a), the
oviraptorosaur Caudipteryx (Ji et al. 1998), and parvicur-
sorine alvarezsauroids (Perle et al. 1993; Chiappe et al.
1998), and this may argue for affinities of Aorun to one of
these groups if serrations are lost during ontogeny. However,
the distal carinae of the maxillary teeth of Megapnosaurus
rhodesiensis also bear very fine serrations (M. Carrano,
pers. comm.), and thus if serrations are not lost during
ontogeny in Aorun, then the dental morphology is not neces-
sarily evidence for its coelurosaurian affinities.
Opisthocoelous cervical vertebrae are present in a
number of large-bodied basal tetanurans, but among small-
bodied theropods they are only known in Aorun, some
alvarezsauroids (Chiappe et al. 2002) and Compsognathus
(Ostrom 1978; Peyer 2006). The condition in Aorun more
closely resembles the weakly opisthocoelous condition of
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the latter taxon. Based on the phylogenetic position recov-
ered in this analysis, the condition in Aorun is independently
derived.

The manus of Aorun is of particular interest. The gracile
hand of Aorun with particularly thin metacarpals III and
IV is more similar to the hands of derived non-avian
coelurosaurs (Gishlick & Gauthier 2007) than to the hands
of more basal theropods, where digit I1I is generally robust
and proximally expanded (Rauhut 2003a). Metacarpal II
is mediolaterally wider than the other metacarpals, and its
first phalanx has a diameter greater than that of the radius,
as in alvarezsauroids (Choiniere et al. 2010b) and comp-
sognathids (Currie & Chen 2001; Hwang et al. 2004; Dal
Sasso & Maganuco 2011). Manual ungual II-2 is much
larger than the other manual unguals, a feature characteris-
tic of all alvarezsauroids (Choiniere et al. 2010b). Manual
unguals III-3 and IV-4 have reduced curvature, a feature
only known in derived therizinosauroids (Clark et al. 2004;
Zanno 2010), ornithomimosaurs (Makovicky et al. 2004)
and parvicursorine alvarezsauroids (Suzuki et al. 2002).
Although developmental changes in the ungual are a possi-
bility, in embryonic therizinosauroids the ungual morphol-
ogy is nearly identical to the adult phenotype (Kundrat et al.
2008).

Although our phylogenetic analysis did not recover a
position for Aorun within any established coelurosaurian
higher taxon, the holotype presents a suite of features
that suggest membership in Alvarezsauroidea or perhaps
Ornithomimosauria. The long, low skull and hyperden-
tate dentary suggest alvarezsauroid (Choiniere ef al.
2010b) or basal ornithomimosaurian (Perez-Moreno et al.
1994) affinities. The presence of opisthocoelous cervi-
cal vertebrae is only known for alvarezsauroids within
Coelurosauria (Choiniere et al. 2010b). The increase in
size of the first manual digit and the reduction in curva-
ture and size of the lateral manual unguals are features
known in alvarezsauroids (Perle ef al. 1993, 1994; Suzuki
et al. 2002; Choiniere et al. 2010b). Because some of these
features are present in other coelurosaurian groups, their
presence in Aorun does not necessarily argue for member-
ship in Alvarezsauroidea. Nevertheless, should more skele-
tal material of this taxon be uncovered, it would be unsur-
prising if it showed alvarezsauroid or ornithomimosaurian
features.

Conclusions

Although its exact phylogenetic affinities are unclear,
perhaps because of its early ontogenetic stage, we hypoth-
esize Aorun to be a relatively basal coelurosaur. Aorun
provides new information on the morphology of basal
coelurosaurs from the Middle-Late Jurassic. It lends
insight into the morphology of ontogenetically young basal
coelurosaurs, which is poorly documented. Aorun is the

seventh theropod and fourth coelurosaur known from the
Shishugou Formation, and is a member of one of the most
phylogenetically and trophically diverse late Middle to early
Late Jurassic theropod faunas known. The fauna of the
Shishugou Formation differs markedly in its composition
from other Late Jurassic theropod faunas worldwide.

Acknowledgements

Collection of the specimen was supported by grants from
the NSF (EAR 0310217) and the Chinese NSF (40830210).
The authors wish to thank R. B. J. Benson and an anonymous
reviewer for their helpful comments. INC was supported by
the Jurassic Foundation, the George Washington University,
NSF OISE 0812234, and wishes to thank: H.-J. Wang and
Y. Tao for specimen preparation; G. Bever, J. Conrad, C.
Sullivan, D. Hone, J. Brougham and A. Turner for useful
discussions; and the Willi Hennig Society for free access
to phylogenetic software. IMC and CAF were supported by
NSF 0922187. GME and MAN were supported by National
Science Foundation Grants EAR 0418649 and 0959029).
XX was supported by a grant from the National Natural
Science Foundation of China (41120124002). DAE wishes
to thank D. Lloyd for assistance with assembling strati-
graphical data.

Supplementary material

Supplementary material is available online DOI:
10.1080/14772019.2013.781067

References

Allain, R., Tykoski, R., Aquesbi, N., Jalil, N.-E., Monbaron, M.,
Russell, D. & Taquet, P. 2007. An abelisauroid (Dinosauria:
Theropoda) from the Early Jurassic of the High Atlas Moun-
tains, Morocco, and the radiation of ceratosaurs. Journal of
Vertebrate Paleontology, 277, 610-624.

Allain, R., Vullo, R., LePrince, A., Neraudeau, D. &
Tournepiche, J.-F. 2011. An ornithomimosaur-dominated
bonebed from the Early Cretaceous of southwestern France.
Journal of Vertebrate Paleontology, Program and Abstracts
2011: 61.

Averianov, A. O., Krasnolutskii, S. A. & Ivantsov, S. V. 2010.
A new basal coelurosaur (Dinosauria: Theropoda) from the
Middle Jurassic of Siberia. Proceedings of the Zoological
Institute RAS, 314, 42-57.

Balanoff, A. M. & Rowe, T. 2007. Osteological description of
an embryonic skeleton of the extinct elephant bird, Aepyornis
(Palaeognathae: Ratitae). Society of Vertebrate Paleontology
Memoir, 9, 1-53.

Balanoff, A. M., Norell, M. A., Grellet-Tinner, G. & Lewin,
M. R. 2008. Digital preparation of a probable neoceratopsian
preserved within an egg, with comments on microstructural
anatomy of ornithischian eggshells. Naturwissenschaften, 95,
493-500.



Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

A juvenile specimen of a new coelurosaur from Xinjiang 35

Barrett, P. M. 2009. The affinities of the enigmatic dinosaur
Eshanosaurus deguchiianus from the Early Jurassic of
Yunnan Province, People’s Republic of China. Palaeontology,
52, 681-688.

Benson, R. B. J. 2008. New information on Stokesosaurus, a
tyrannosauroid (Dinosauria: Theropoda) from North America
and the United Kingdom. Journal of Vertebrate Paleontology,
28, 732-750.

Benson, R. B. J. 2010. A description of Megalosaurus bucklandii
(Dinosauria: Theropoda) from the Bathonian of the UK and
the relationships of Middle Jurassic theropods. Zoological
Journal of the Linnean Society, 158, 882-935.

Benson, R. B. J. & Barrett, P. M. 2009. Dinosaurs of Dorset:
part I, the carnivorous dinosaurs (Saurischia, Theropoda).
Proceedings of the Dorset Natural History and Archaeologi-
cal Society, 130, 133-147.

Benson, R. B. J., Barrett, P. M., Rich, T. H. & Vickers-Rich, P.
2010a. A southern tyrant reptile. Science, 327, 1613.

Benson, R. B. J., Carrano, M. T. & Brusatte, S. L. 2010b.
A new clade of archaic large-bodied predatory dinosaurs
(Theropoda: Allosauroidea) that survived to the latest Meso-
zoic. Naturwissenschaften, 97, 71-78.

Bever, G. S. & Norell, M. A. 2009. The perinate skull of
Byronosaurus (Troodontidae) with observations on the cranial
ontogeny of paravian theropods. American Museum Novitates,
3657, 1-51.

Bremer, K. 1994. Branch support and tree stability. Cladistics,
10, 295-304.

Brochu, C. A. 1996. Closure of neurocentral sutures during
crocodilian ontogeny: implications for maturity assessment
in fossil archosaurs. Journal of Vertebrate Paleontology, 16,
49-62.

Brochu, C. A. 2003. Osteology of Tyrannosaurus rex: insights
from a nearly complete skeleton and high-resolution
computed tomographic analysis of the skull. Journal of Verte-
brate Paleontology, 22 (Supplement 4), 1-137.

Brusatte, S. L., Benson, R. B. J. & Hutt, S. 2008. The osteol-
ogy of Neovenator salerii (Dinosauria: Theropoda) from the
Wealden (Barremian) of the Isle of Wight. Monograph of the
Palaeontographical Society, 162, 1-166.

Brusatte, S. L., Carr, T. D., Erickson, G. M., Bever, G. S.
& Norell, M. A. 2009. A long-snouted, multihorned tyran-
nosaurid from the Late Cretaceous of Mongolia. Proceedings
of the National Academy of Sciences of the United States of
America, 106, 17261-17266.

Brusatte, S. L., Benson, R. B. J., Currie, P. J. & Zhao,
X.-J. 2010a. The skull of Monolophosaurus jiangi
(Dinosauria: Theropoda) and its implications for early thero-
pod phylogeny and evolution. Zoological Journal of the
Linneaen Society, 158, 573—607.

Brusatte, S. L., Norell, M. A., Carr, T. D., Erickson, G. M.,
Hutchinson, J. R., Balanoff, A. M., Bever, G. S., Choiniere,
J. N., Makovicky, P. J. & Xu, X. 2010b. Tyrannosaur paleobi-
ology: new research on ancient exemplar organisms. Science,
329, 1481-1485.

Brusatte, S., Sakamoto, M., Montanari, S. & Harcourt-Smith,
W. E. H. 2012. The evolution of cranial form and function in
theropod dinosaurs: insights from geometric morphometrics.
Journal of Evolutionary Biology, 35, 365-377.

Buffetaut, E., Suteethorn, V. & Tong, H. 2009. An early ‘ostrich
dinosaur’ (Theropoda: Ornithomimosauria) from the Early
Cretaceous Sao Khua Formation of NE Thailand. Geological
Society of London, Special Publications, 315, 229-243.

Carpenter, K., Miles, C., Ostrom, J. H. & Cloward, K.
2005. Redescription of the small maniraptoran theropods

Ornitholestes and Coelurus from the Upper Jurassic Morri-
son Formation of Wyoming. Pp. 49-71 in K. Carpenter
(ed.) The Carnivorous Dinosaurs. Indiana University Press,
Bloomington and Indianapolis.

Carr, T. D. 1999. Craniofacial ontogeny in Tyrannosauridae
(Dinosauria, Coelurosauria). Journal of Vertebrate Paleon-
tology, 19, 497-520.

Carr, T. D. & Williamson, T. E. 2004. Diversity of late
Maastrichtian Tyrannosauridae (Dinosauria: Theropoda) from
western North America. Zoological Journal of the Linnean
Society, 142, 479-523.

Carrano, M. T. & Sampson, S. D. 2008. The phylogeny of
Ceratosauria (Dinosauria: Theropoda). Journal of Systematic
Palaeontology, 6, 183-236.

Carrano, M. T., Sampson, S. D. & Forster, C. A. 2002. The
osteology of Masiakasaurus knopfleri, a small abelisauroid
(Dinosauria: Theropoda) from the Late Cretaceous of Mada-
gascar. Journal of Vertebrate Paleontology, 22, 510-534.

Carrano, M. T., Benson, R. B. J. & Sampson, S. D. 2012. The
phylogeny of Tetanurae. Journal of Systematic Palaeontology,
10, 211-300.

Charig, A. J. & Milner, A. C. 1997. Baryonyx walkeri, a fish-
eating dinosaur from the Wealden of Surrey. Bulletin of the
Natural History Museum, London, Geology Series, 53, 11-70.

Chiappe, L. M. & Géhlich, U. B. 2010. Anatomy of Juravenator
starki (Theropoda: Coelurosauria) from the Late Jurassic of
Germany. Neues Jahrbuch fiir Geologie und Paldontologie,
258, 257-296.

Chiappe, L. M., Norell, M. & Clark, J. M. 1998. The skull of
a relative of the stem-group bird Mononykus. Nature, 392,
275-278.

Chiappe, L. M., Norell, M. A. & Clark, J. M. 2002. The Creta-
ceous, short-armed Alvarezsauridae: Mononykus and its kin.
Pp. 87-120 in L. M. Chiappe & L. M. Witmer (eds) Mesozoic
birds: above the heads of dinosaurs. University of California
Press, Berkeley.

Choiniere, J., Clark, J. M., Xu, X. & Forster, C. A.2008. A new
basal coelurosaur from the Late Jurassic Shishugou Formation
(Xinjiang, People’s Republic of China). Journal of Vertebrate
Paleontology, 28(3), 63A.

Choiniere, J. N., Clark, J. M., Forster, C. A. & Xing, X.
2010a. A basal coelurosaur (Dinosauria: Theropoda) from
the Late Jurassic (Oxfordian) of the Shishugou Formation in
Waucaiwan, People’s Republic of China. Journal of Vertebrate
Paleontology, 30, 1773-1796.

Choiniere, J. N., Xu, X., Clark, J. M., Forster, C. A., Guo, Y.
& Han, F. 2010b. A basal alvarezsauroid theropod from the
early Late Jurassic of Xinjiang, China. Science, 327, 571-574.

Chure, D. J. 2000. On the orbit of theropod dinosaurs. Gaia, 15,
233-240.

Clark, J. M., Altangerel, P. & Norell, M. A. 1994. The skull
of Erlikosaurus andrewsi, a Late Cretaceous “Segnosaur”
(Theropoda: Therizinosauridae) from Mongolia. American
Museum Novitates, 3115, 1-39.

Clark, J. M., Norell, M. A. & Makovicky, P. J. 2002. Cladistic
approaches to the relationships of birds to other theropod
dinosaurs. Pp. 31-64 in L. M. Chiappe & L. M. Witmer (eds)
Mesozoic Birds: Above the heads of Dinosaurs. University of
California Press, Berkeley.

Clark, J. M., Maryanska, T. & Barsbold, R. 2004. Ther-
izinosauroidea. Pp. 151-164 in D. B. Weishampel, P. Dodson
& H. Osmolska (eds) The Dinosauria. Second edition. Univer-
sity of California Press, Berkeley.

Clark, J. M., Xu, X., Eberth, D. E., Forster, C. A., Machlus,
M., Hemming, S., Wang, Y. & Hernandez, R. 2006a. The



Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

36 J. N. Choiniere et al.

Middle-to-Late Jurassic terrestrial transition: new discoveries
from the Shishugou Formation, Xinjiang, China. Pp. 26-28 in
P. M. Barrett & S. E. Evans (eds) 9th International Symposium
Mesozoic Terrestrial Ecosystems and Biota, Manchester, UK.

Clark, J. M., Xu, X. & Forster, C. A. 2006b. The fauna of the
Middle-Upper Jurassic Shishugou Formation, Western China.
Journal of Vertebrate Paleontology, 26 (3 Supplement), S0A.

Colbert, E. H. 1989. The Triassic dinosaur Coelophysis. Bulletin
of the Museum of Northern Arizona, 53, 1-61.

Coombs, W. P., Jr 1982. Juvenile specimens of the ornithischian
dinosaurs Psittacosaurus. Palaeontology, 25, 89—107.

Currie, P. J. 2003. Allometric growth in tyrannosaurids
(Dinosauria: Theropoda) from the Upper Cretaceous of North
America and Asia. Canadian Journal of Earth Sciences, 40,
651-665.

Currie, P. J. & Chen, P.-J. 2001. Anatomy of Sinosauropteryx
prima, from Liaoning, northeastern China. Canadian Journal
of Earth Sciences, 38, 1705-1727.

Currie, P. J. & Zhao, X.-J. 1993. A new carnosaur (Dinosauria,
Theropoda) from the Jurassic of Xinjiang, People’s Republic
of China. Canadian Journal of Earth Sciences, 30(10 and 11),
2037-2081.

Czerkas, S. A. & Yuan, C. 2002. An arboreal maniraptoran from
Northeast China. Pp. 63-95 in S. A. Czerkas (ed.) Feathered
Dinosaurs and the Origin of Flight. The Dinosaur Museum
Journal, Blandings.

Dal Sasso, C. & Maganuco, S. 2011. Scipionyx samniticus
(Theropoda: Compsognathidae) from the Lower Cretaceous
of Italy. Memorie della Societa Italiana di Scienze Naturali e
del Museo Civico di Storia Naturale di Milano, 37, 1-281.

Dal Sasso, C. & Signore, M. 1998. Exceptional soft-tissue
preservation in a theropod dinosaur from Italy. Nature, 392,
383-387.

Dodson, P., Behrensmeyer, A. K., Bakker, R. T. & McIntosh,
J. S. 1980. Taphonomy and paleoecology of the dinosaur
beds of the Jurassic Morrison Formation. Paleobiology, 6,
208-232.

Eberth, D. A., Xu, X., Clark, J. M., Machlus, M. & Hemming,
S. 2006. The dinosaur-bearing Shishugou Formation
(Jurassic, northwest China) revealed. Journal of Vertebrate
Paleontology, 26S, 58A.

Eberth, D. A., Xu, X. & Clark, J. M. 2010. Dinosaur death pits
from the Jurassic of China. Palaios, 25, 112-125.

Eddy, D. & Clarke, J. A. 2011. New information on the cranial
anatomy of Acrocanthosaurus atokensis and its implications
for the phylogeny of Allosauroidea (Dinosauria: Theropoda).
PLoS ONE, 6(3), €17932.

Elzanowski, A. & Wellnhofer, P. 1993. Skull of Archaeor-
nithoides from the Upper Cretaceous of Mongolia. American
Journal of Science, 293, 235-252.

Elzanowski, A. & Wellnhofer, P. 1996. Cranial morphology of
Archaeopteryx: evidence from the seventh skeleton. Journal
of Vertebrate Paleontology, 16, 81-94.

Emerson, S. B. & Bramble, D. M. 1993. Scaling, allometry, and
skull design. Pp. 384-416 in J. Hanken & B. K. Hall (eds) The
skull. University of Chicago Press, Chicago.

Erickson, G. M., Rogers, K. C. & Yerby, S. A. 2001. Dinosaur
growth patterns and rapid avian growth rates. Nature, 412,
429-433.

Erickson, G. M., Rauhut, O. W. M., Zhou, Z., Turner, A. H.,
Inouye, B. D., Hu, D. & Norell, M. A. 2009. Was dinosaurian
physiology inherited by birds? Reconciling slow growth in
Archaeopteryx. PLoS ONE, 4(10), 1-9.

Galton, P. M. 1982. Elaphrosaurus, an ornithomimid dinosaur
from the Upper Jurassic of North America and Africa.
Paldiontologisches Zeitschrift, 56, 265-275.

Gauthier, J. 1986. Saurischian monophyly and the origin of birds.
Memoirs of the California Academy of Sciences, 8, 1-55.
Gishlick, A. D. & Gauthier, J. A. 2007. On the manual morphol-
ogy of Composognathus longipes and its bearing on the diag-
nosis of Compsognathidae. Zoological Journal of the Linnean

Society, 149, 569-581.

Gohlich, U. B. & Chiappe, L. M. 2006. A new carnivorous
dinosaur fom the Late Jurassic Solnhofen archipelago. Nature,
440, 329-332.

Gaohlich, U. B., Tischlinger, H. & Chiappe, L. M. 2006. Jurave-
nator starki (Reptilia, Theropoda) ein nuer Raubdinosaurier
aus dem Oberjura der Suedlichen Frankenalb (Sueddeutsch-
land): Skelettanatomie und Wiechteilbefunde. Archaeopteryx,
24, 1-26.

Goloboff, P. A. 1999. Analyzing large datasets in reason-
able times: solutions for composite optima. Cladistics, 15,
415-428.

Goloboff, P. A., Farris, S. & Nixon, K. C. 2003. TNT: tree analy-
sis using new technology. Published by the authors, Tucuman,
Argentina.

Goodwin, M. B., Clemens, W. A., Horner, J. R. & Padian, K.
2006. The smallest known Triceratops skull: new observa-
tions on ceratopsid cranial anatomy and ontogeny. Journal of
Vertebrate Paleontology, 26, 103—112.

Gradstein, F. M., Ogg, J. G. & Smith, A. G. (eds) 2004. 4
geologic time scale 2004. University Press, Cambridge, 589

pp-

Han, F., Clark, J. M., Xu, X., Sullivan, C., Choiniere, J. &
Hone, D. W. E. 2011. Theropod teeth from the Middle-Upper
Jurassic Shishugou Formation of northwest Xinjiang, China.
Journal of Vertebrate Paleontology, 31, 111-126.

Hennig, W. 1966. Phylogenetic Systematics. University of [llinois
Press, Urbana, 280 pp.

Holtz, T. R., Jr 2004. Tyrannosauroidea. Pp. 111-136 in D. B.
Weishampel, P. Dodson & H. Osmolska (eds) The Dinosauria.
Second edition. University of California Press, Berkeley.

Holtz, T. R., Jr, Molnar, R. E. & Currie, P. J. 2004. Basal
Tetanurae. Pp. 71-110 in D. B. Weishampel, P. Dodson & H.
Osmolska (eds) The Dinosauria. Second edition. University
of California Press, Berkeley.

Horner, J. R. & Currie, P. J. 1994. Embryonic and neonatal
morphology and ontogeny of a new species of Hypacrosaurus
(Ornithischia, Lambeosauridae) from Montana and Alberta.
Pp. 312-337 in K. Carpenter, K. F. Hirsch & J. R. Horner
(eds) Dinosaur eggs and babies. Cambridge University Press,
Cambridge.

Hu, D., Hou, L., Zhang, L. & Xu, X. 2009. A pre-Archaeopteryx
troodontid theropod from China with long feathers on the
metatarsus. Nature, 461, 640—-643.

Hwang, S. H., Norell, M. A., Qiang, J. & Keqin, G. 2004.
A large compsognathid from the Early Cretaceous Yixian
Formation of China. Journal of Systematic Palaeontology, 2,
13-30.

Irmis, R. B. 2007. Axial skeletal ontogeny in the Parasuchia
(Archosauria: Pseudosuchia) and its implications for onto-
genetic determination in Archosaurs. Journal of Vertebrate
Paleontology, 27, 350-361.

Ji, Q., Currie, P. J., Norell, M. A. & Ji, S. A. 1998. Two feathered
dinosaurs from northeastern China. Nature, 393, 753-761.

Ji, Q., Norell, M. A., Makovicky, P. J., Gao, K.-Q., Ji, S. A. &
Yuan, C. 2003. An early ostrich dinosaur and implications for
ornithomimosaur phylogeny. American Museum Novitates,
3420, 1-19.

Kammerer, C. F. 2010. Systematics of the Anteosauria (Therap-
sida: Dinocephalia). Journal of Systematic Palaeontology, 9,
261-304.



Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

A juvenile specimen of a new coelurosaur from Xinjiang 37

Kirkland, J. I., Zanno, L. E., Sampson, S. D., Clark, J. M. &
DeBlieux, D. D. 2005. A primitive therizinosauroid dinosaur
from the Early Cretaceous of Utah. Nature, 435, 84-87.

Klerk, W. J. de, Forster, C. A., Sampson, S. D., Chinsamy,
A. & Ross, C. F. 2000. A new coelurosaurian dinosaur from
the Early Cretaceous of South Africa. Journal of Vertebrate
Paleontology, 20, 324-332.

Kluge, A. G. 1985. The characteristics of ontogeny. Pp. 57-82 in
C. J. Humphries (ed.) Ontogeny and Systematics. Columbia
University Press, New York.

Kobayashi, Y. & Barsbold, R. 2005a. Anatomy of Harpymimus
okladnikovi Barsbold and Perle 1984 (Dinosauria: Theropoda)
of Mongolia. Pp. 97-126 in K. Carpenter (ed.) The Carniv-
orous Dinosaurs. Indiana University Press, Bloomington and
Indianapolis.

Kobayashi, Y. & Barsbold, R. 2005b. Reexamination of a
primitive ornithomimosaur, Garudimimus brevipes Barsbold,
1981 (Dinosauria: Theropoda), from the Late Cretaceous
of Mongolia. Canadian Journal of Earth Sciences, 42,
1501-1521.

Kundrat, M., Cruickshank, A. R. L., Manning, T. W. & Nudds,
J. 2008. Embryos of therizinosauroid theropods from the
Upper Cretaceous of China: diagnosis and analysis of ossifi-
cation patterns. Acta Zoologica, 89, 231-251.

Mabee, P. M. 2000. The usefulness of ontogeny in interpreting
morphological characters. Pp. 84—114 in J. J. Wiens (ed.)
Phylogenetic analysis of morphological data. Smithsonian
Institution Press, Washington, DC.

Maddison, W. P. & Maddison, D. R. 2009. Mesquite: a
modular system for evolutionary analysis. [updated at
http://mesquiteproject.org], accessed January 3, 2011.

Madsen, J. H., Jr 1976. Allosaurus fragilis: a revised osteology.
Utah Geological and Mineral Survey Bulletin, 109, 1-163.

Makovicky, P. J. & Norell, M. A. 2004. Troodontidae. Pp.
184-195 in D. B. Weishampel, P. Dodson & H. Osmolska
(eds) The Dinosauria. Second edition. University of Califor-
nia Press, Berkeley.

Makovicky, P. J., Kobayashi, Y. & Currie, P. J. 2004. Ornithomi-
mosauria. Pp. 137-150 in D. B. Weishampel, P. Dodson & H.
Osmolska (eds) The Dinosauria. Second edition. University
of California Press, Berkeley.

Makovicky, P. J., Li, D., Gao, K.-Q., Lewin, M., Erickson, G.
M. & Norell, M. A. 2009. A giant ornithomimosaur from the
Early Cretaceous of China. Proceedings of the Royal Society
of London, Series B, 277, 191-198.

Marsh, O. C. 1881. Principal characters of American Jurassic
dinosaurs. American Journal of Science, 3, 417—423.

Mateus, 1., Mateus, H., Antunes, M. T., Mateus, O., Taquet,
P., Ribeiro, V. & Manupella, G. 1997. Couvee, ocufs et
embryons d’un dinosaure theropode du Jurassique superieur
de Lourinha (Portugal). Comptes Rendus de I’Academie des
sciences, 325, 71-78.

Mateus, O. 2006. Late Jurassic dinosaurs from the Morrison
Formation (USA), the Lourinhd and Alcobaca Formation
(Portugal), and the Tendaguru Beds (Tanzania): A compari-
son. New Mexico Museum of Natural History Science Bulletin,
36, 223-231.

Mateus, O., Walen, A. & Antunes, M. T. 2006. The large thero-
pod fauna of the Lourind Formation (Portugal) and its simi-
larity to that of the Morrison Formation, with a description of
anew species of Allosaurus. New Mexico Museum of Natural
History Science Bulletin, 36, 123—130.

Maxwell, E. E. & Larsson, H. C. E. 2009. Comparative ossifi-
cation sequence and skeletal development of the postcranium
of palaeognathous birds (Aves: Palacognathae). Zoological
Journal of the Linnean Society, 157, 169—196.

Mayr, G., Pol, B. & Peters, D. S. 2005. A well-preserved
Archaeopteryx specimen with theropod features. Science, 310,
1483-1486.

Meier, R. & Lim, G. S. 2009. Conflict, convergent evolution, and
the relative importance of immature and adult characters in
endopterygote phylogenetics. Annual Review of Entomology,
54, 85-104.

Molnar, R. E. & Pledge, N. S. 1980. A new theropod dinosaur
from South Australia. Alcheringa, 4, 281-287.

Nixon, K. C. 2002. WinClada. Published by the author, Ithaca.

Norell, M. A. 1992. Taxic origin and temporal diversity: the effect
of phylogeny. Pp. 88-118 in M. J. Novacek & Q. D. Wheeler
(eds) Extinction and Phylogeny. Columbia University Press,
New York.

Norell, M. A. 1993. Tree-based approaches to understanding
history: comments on ranks, rules and the quality of the
fossil record. American Journal of Science, 293A, 407—
417.

Norell, M. A. & Makovicky, P. J. 2004. Dromaeosauridae. Pp.
196209 in D. B. Weishampel, P. Dodson & H. Osmol-
ska (eds) The Dinosauria. Second edition. University of
California Press, Berkeley.

Norell, M. A., Clark, J. M., Demerelyin, D., Rhinchen, B.,
Chiappe, L. M., Davidson, A. R., McKenna, M. C.,
Altangerel, P. & Novacek, M. J. 1994. A theropod dinosaur
embryo and the affinities of the flaming cliffs dinosaur eggs.
Science, 266, 779-782.

Norell, M. A., Clark, J. M. & Chiappe, L. M. 2001a. An embry-
onic oviraptorid (Dinosauria: Theropoda) from the Upper
Cretaceous of Mongolia. American Museum Novitates, 3315,
1-17.

Norell, M. A., Clark, J. M. & Makovicky, P. J. 2001b. Phylo-
genetic relationships among coelurosaurian theropods. Pp.
49-67 in J. Gauthier & L. E. Gall (eds) New Perspectives
on the Origin and Early Evolution of Birds: Proceedings of
the International Symposium in Honor of John H. Ostrom.
Peabody Museum of Natural History, New Haven.

Norell, M. A., Clark, J. M., Turner, A. H., Makovicky, P. J.,
Barsbold, R. & Rowe, T. 2006. A new dromacosaurid thero-
pod from Ukhaa Tolgod (Omnogov, Mongolia). American
Museum Novitates, 3545, 1-51.

Norell, M. A., Makovicky, P. J., Bever, G. S., Balanoff, A.
M., Clark, J. M., Barsbold, R. & Rowe, T. 2009. A
review of the Mongolian Cretaceous dinosaur Saurornithoides
(Troodontidae: Theropoda). American Museum Novitates,
3654, 1-63.

Novas, F. E. 1997. Anatomy of Patagonykus puertai (Theropoda,
Avialae, Alvarezsauridae), from the Late Cretaceous. Journal
of Vertebrate Paleontology, 17, 137-166.

O’Connor, P. M. 2007. The postcranial axial skeleton of Majun-
gasaurus crenatissimus (Theropoda: Abelisauridae) from the
Late Cretaceous of Madagascar. Journal of Vertebrate Pale-
ontology, 27(Supplement 2), 127-162.

Osborn, H. F. 1903. Ornitholestes hermanni, a new compsog-
nathoid dinosaur from the Upper Jurassic. Bulletin of the
American Museum of Natural History, 19, 459-464.

Osborn, H. F. 1916. Skeletal adaptations of Struthiomimus, Ornit-
holestes, Tyrannosaurus. Bulletin of the American Museum of
Natural History, 35, 733-771.

Osmolska, H., Currie, P. J. & Barsbold, R. 2004. Ovirap-
torosauria. Pp. 165-183 in D. B. Weishampel, P. Dodson & H.
Osmolska (eds) The Dinosauria. Second edition. University
of California Press, Berkeley.

Ostrom, J. H. 1969. Osteology of Deinonychus antirrhopus, an
unusual theropod from the Lower Cretaceous of Montana.
Peabody Museum Bulletin, 30, 1-165.


http://mesquiteproject.org

Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

38 J. N. Choiniere et al.

Ostrom, J. H. 1978. The osteology of Compsognathus longipes.
Zitteliana, 4, 73—118.

Perez-Moreno, B. P., Sanz, J. L., Buscalloni, A. D., Moratalia,
J. J., Ortega, F. & Rasskin-Gutman, D. 1994. A unique
multitoothed ornithomimosaur dinosaur from the Lower
Cretaceous of Spain. Nature, 370, 363-367.

Perle, A., Norell, M. A., Chiappe, L. M. & Clark, J. M. 1993.
Flightless bird from the Late Cretaceous of Mongolia. Nature,
362, 623-626.

Perle, A., Chiappe, L. M., Barsbold, R., Clark, J. M.
& Norell, M. 1994. Skeletal morphology of Mononykus
olecranus (Theropoda: Avialae) from the Late Cretaceous of
Mongolia. American Museum Novitates, 3105, 1-29.

Peyer, K. 2006. A reconsideration of Compsognathus from the
Upper Tithonian of Canjuers, southeastern France. Journal of
Vertebrate Paleontology, 26, 879-896.

Raath, M. A. 1977. The anatomy of the Triassic theropod
Syntarsus rhodesiensis (Saurischia: Podokeosauridae) and a
consideration of its biology. Unpublished PhD thesis, Rhodes
University, 233 pp.

Rauhut, O. W. M. 2003a. The interrelationships and evolution of
basal theropod dinosaurs. Special Papers in Palaeontology,
69, 1-213.

Rauhut, O. W. M. 2003b. A tyrannosauroid dinosaur from the
Upper Jurassic of Portugal. Palaeontology, 46, 903-910.
Rauhut, O. W. M. 2005. Post-cranial remains of ‘coelurosaurs’
(Dinosauria, Theropoda) from the Late Jurassic of Tanzania.

Geological Magazine, 142, 97-107.

Rauhut, O. W. M. 201 1. Theropod dinosaurs from the Late Juras-
sic of Tendaguru (Tanzania). Special Papers in Palaeontology,
86, 195-239.

Rauhut, O. W. M. & Fechner, R. 2005. Early development of the
facial region in a non-avian theropod dinosaur. Proceedings
of the Royal Society, Series B, 272, 1179-1183.

Rauhut, O. W. M. & Xu, X. 2005. The small theropod dinosaurs
Tugulusaurus and Phaedrolosaurus from the Early Creta-
ceous of Xingjiang, China. Journal of Vertebrate Paleontol-
ogy, 25, 107-118.

Rauhut, O. W. M., Milner, A. C. & Moore-Fay, S. 2010. Cranial
osteology and phylogenetic position of the theropod dinosaur
Proceratosaurus bradleyi (Woodward, 1910) from the Middle
Jurassic of England. Zoological Journal of the Linnean
Society, 158, 155-195.

Reisz, R. R., Scott, D., Sues, H.-D., Evans, D. C. & Raath, M.
A. 2005. Embryos of an Early Jurassic prosauropod dinosaur
and their evolutionary significance. Science, 309, 761-
764.

Sadleir, R. W., Barrett, P. M. & Powell, H. P. 2008. The
anatomy and systematics of Eustreptospondylus oxonien-
sis, a theropod dinosaur from the Middle Jurassic of
Oxfordshire, England. Monograph of the Palaeontographical
Society, 160(627), 1-82.

Salgado, L., Coria, R. A. & Chiappe, L. M. 2005. Ostology of the
sauropod embryos from the Upper Cretaceous of Patagonia.
Acta Palaeontologica Polonica, 50, 79-92.

Sampson, S. D. & Witmer, L. 2007. Craniofacial anatomy
of Majungasaurus crenatissimus (Theropoda: Abelisauridae)
from the Late Cretaceous of Madagascar. Journal of Verte-
brate Paleontology, 278, 32-102.

Schwarz, D., Ikejiri, T., Breithaupt, B. H., Sander, P. M.
& Klein, N. 2007. A nearly complete skeleton of an early
juvenile diplodocid (Dinosauria: Sauropoda) from the Lower
Morrison Formation (Late Jurassic) of north central Wyoming
and its implications for early ontogeny and pneumaticity in
sauropods. Historical Biology, 19, 225-253.

Senter, P. 2007. A new look at the phylogeny of Coelurosauria
(Dinosauria: Theropoda). Journal of Systematic Paleontology,
5, 429-463.

Sereno, P. 2001. Alvarezsaurids: birds or ornithomimosaurs? Pp.
69-98 in J. Gauthier & L. F. Gall (eds) New perspectives on
the origin and early evolution of birds. Peabody Museum of
Natural History, New Haven.

Sereno, P. C., Forster, C. A., Rogers, R. R. & Monetti, A. M.
1993. Primitive dinosaur skeleton from Argentina and the
early evolution of the Dinosauria. Nature, 361, 64—66.

Smith, N. D., Makovicky, P. J., Hammer, W. R. & Currie,
P. J. 2007. Osteology of Cryolophosaurus ellioti (Dinosauria:
Theropoda) from the Early Jurassic of Antarctica and impli-
cations for early theropod evolution. Zoological Journal of
the Linnean Society, 151, 377-421.

Suzuki, S., Chiappe, L. M., Dyke, G. J., Watabe, M., Barsbold,
R. & Tsogtbataar, K. 2002. A new specimen of Shuvuuia
deserti Chiappe et al., 1998, from the Mongolian Late Creta-
ceous with a discussion of the relationships of alvarezsaurids
to other theropod dinosaurs. Contributions in Science, 494,
1-18.

Tsuihiji, T., Watabe, M., Tsogtbaatar, K., Tsubamoto, T.,
Barsbold, R., Suzuki, S., Lee, A. H., Ridgely, R. C.,
Kawahara, Y. & Witmer, L. M. 2011. Cranial osteology of a
juvenile specimen of Tarbosaurus bataar (Theropoda, Tyran-
nosauridae) from the Nemegt Formation (Upper Cretaceous)
of Bugin Tsav, Mongolia. Journal of Vertebrate Paleontology,
31,497-517.

Turner, A. H., Hwang, S. H. & Norell, M. 2007. A small
derived theropod from O6sh, Early Cretaceous, Baykhangor
Mongolia. American Museum Novitates, 3557, 1-27.

Tykoski, R. S. 2005. Anatomy, ontogeny, and phylogeny of coelo-
physoid theropods. Unpublished PhD thesis, University of
Texas at Austin, 552 pp.

Tykoski, R. S. & Rowe, T. 2004. Ceratosauria. Pp. 47-70 in D. B.
Weishampel, P. Dodson & H. Osmolska (eds) The Dinosauria.
University of California Press, Berkeley.

Upchurch, P., Hunn, C. A. & Norman, D. B. 2002. An analysis
of dinosaurian biogeography: evidence for the existence of
vicariance and dispersal patterns caused by geological events.
Proceedings of the Royal Society of London, Series B, 269,
613-621.

Varrichio, D. J. 1997. Growth and Embryology. Pp. 282-287 in
P. J. Currie & K. Padian (eds) Encyclopedia of Dinosaurs.
Academic Press, San Diego.

Varrichio, D. J., Horner, J. R. & Jackson, F. D. 2002.
Embryos and eggs for the Cretaceous theropod dinosaur
Troodon formosus. Journal of Vertebrate Paleontology, 22,
564-576.

Wagner, G. P. & Gauthier, J. A. 1999. 1,2,3 = 2,3,4: A solution
to the problem of the homology of the digits in the avian
hand. Proceedings of the National Academy of Sciences, 96,
5111-5116.

Welles, S. P. 1984. Dilophosaurus wetherilli (Dinosauria,
Theropoda) osteology and comparisons. Palaeontographica
Abteilung A, 185, 87-180.

Wiley, E. O. 1981. Phylogenetics. The theory and practice of
phylogenetic systematics. Wiley-Interscience, New York, 439

pp.

Wilson, J. A. 1999. A nomenclature for vertebral laminae in
sauropods and other saurischian dinosaurs. Journal of Verte-
brate Paleontology, 19, 639—653.

Xu, X. & Clark, J. M. 2008. The presence of a gigantic theropod
in the Jurassic Shishugou Formation, Junggar Basin, western
China. Vertebrata PalAsiatica, 46, 157-160.



Downloaded by [The Library, University of Witwatersrand] at 01:41 06 May 2013

A juvenile specimen of a new coelurosaur from Xinjiang 39

Xu, X. & Norell, M. A. 2004. A new troodontid dinosaur from
China with avian-like sleeping posture. Nature, 431, 838-841.

Xu, X. & Zhang, F. 2005. A new maniraptoran dinosaur
from China with long feathers on the metatarsus. Naturwis-
senschaften, 92, 173—177.

Xu, X., Tang, Z.-l. & Wang, X. 1999. A therizinosauroid
dinosaur with integumentary structures from China. Nature,
399, 350-354.

Xu, X. & Wu, X.-C. 2001. Cranial morphology of Sinor-
nithosaurus millenii Xu et al. 1999 (Dinosauria: Theropoda:
Dromaecosauridae) from the Yixian Formation of Liaon-
ing, China. Canadian Journal of Earth Sciences, 38, 1739—
1752.

Xu, X., Cheng, Y.-N., Wang, X.-L. & Chang, C.-H. 2002. An
unusual oviraptorosaurian dinosaur from China. Nature, 419,
291-293.

Xu, X., Clark, J. M., Forster, C. A., Norell, M. A., Erickson,
G. M., Eberth, D. A., Jie, C. & Zhao, Q. 2006. A basal tyran-
nosauroid dinosaur from the Late Jurassic of China. Nature,
439, 715-718.

Xu, X., Clark, J. M., Mo, J., Choiniere, J., Forster, C. A.,
Erickson, G. M., Hone, D. W. E., Sullivan, C., Eberth,
D. A., Nesbitt, S., Zhao, Q., Hernandez, R., Jia, C.-K., Han,
F.-l. & Guo, Y. 2009a. A Jurassic ceratosaur from China helps
clarify avian digital homologies. Nature, 459, 940-944.

Xu, X., Qi, Z., Norell, M. A., Sullivan, C., Hone, D. W. E.,
Erickson, G. M., Wang, X.-L., Han, F.-L. & Guo, Y. 2009b.
A new feathered maniraptoran dinosaur fossil that fills a
morphological gap in avian origin. Chinese Science Bulletin,
54, 430-435.

Xu, X., Choiniere, J. N., Pittman, M., Tan, Q., Xiao, D., Li,
Z., Tan, L., Clark, J. M., Norell, M. A., Hone, D. W. E.
& Sullivan, C. 2010a. A new dromaeosaurid (Dinosauria:
Theropoda) from the Upper Cretaceous Wulansuhai Forma-
tion of Inner Mongolia, China. Zootaxa, 2403, 1-9.

Xu, X., Ma, Q. & Hu, D. 2010b. Pre-Archaeopteryx
coelurosaurian dinosaurs and their implications for under-
standing avian origins. Chinese Science Bulletin, 55,
3971-3977.

Xu, X., You, H.-L., Du, K. & Han, F. 2011. An Archaeopteryx-
like theropod from China and the origin of Avialae. Nature,
475, 465-470.

Zanno, L. E. 2006. The pectoral girdle and forelimb of the
primitive therizinosauroid Falcarius utahensis (Theropoda,
Maniraptora): analyzing evolutionary trends within Ther-
izinosauroidea. Journal of Vertebrate Paleontology, 26,
636-650.

Zanno, L. E. 2008. The phylogeny of the Therizinosauria
(Theropoda: Maniraptora): implications for the evolution
of coelurosaurs. Journal of Vertebrate Paleontology, 28,
164A.

Zanno, L. E. 2010. Osteology of Falcarius utahensis (Dinosauria:
Theropoda): characterizing the anatomy of basal ther-
izinosaurs. Zoological Journal of the Linnean Society, 158,
196-230.

Zanno, L. E. & Makovicky, P. J. 201 1. Herbivorous ecomorphol-
ogy and specialization patterns in theropod dinosaur evolu-
tion. Proceedings of the National Academy of Sciences, 108,
232-237.

Zanno, L. E., Gillette, D. B., Albright, L. B. & Titus, A. L.
2009. A new North American therizinosaurid and the role
of herbivory in ‘predatory’ dinosaur evolution. Proceed-
ings of the Royal Society of London, Series B, 276, 3505—
3511.

Zhang, F., Zhou, Z., Xu, X. & Wang, X. 2002. A juvenile
coelurosaurian theropod from China indicates arboreal habits.
Naturwissenschaften, 89, 394-398.

Zhang, F., Zhou, Z., Xu, X., Wang, X. & Sullivan, C. 2008.
A bizarre Jurassic maniraptoran from China with elongate
ribbon-like feathers. Nature, 455, 1105-1108.

Zhao, X.-J. & Currie, P. J. 1993. A large crested theropod from
the Jurassic of Xinjiang, People’s Republic of China. Cana-
dian Journal of Earth Sciences, 30, 2027-2036.

Zhao, X.-J., Benson, R. B. J., Brusatte, S. L. & Currie,
P. J. 2010. The postcranial skeleton of Monolophosaurus
jiangi (Dinosauria: Theropoda) from the Middle Jurassic of
Xinjiang, China, and a review of Middle Jurassic Chinese
theropods. Geological Magazine, 147, 13-27.





