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all we have to work with, at first. Yet that does not fi
mean that behavior cannot be addressed by indi-
rect scientific means.fi

Here we use two intertwined case studies from
our research on animal limb biomechanics, one on
extinct dinosaurs and another on extant elephants, 
to illustrate how anatomical methods and evi-
dence are used to solve basic questions. The dino-
saur study is used to show how biomechanical 
computer modeling can reveal how extinct animal
limbs functioned (with a substantial margin of 
error that can be addressed explicitly in the 
models). The elephant study is used to show 
how classical anatomical observation and three-
dimensional (3D) imaging have powerful synergy 
for characterising extant animal morphology, 
without biomechanical modeling, but also as a first fi
step toward such modeling.

We focus on how a combination of classical
techniques (particularly dissection, osteology, and 
functional anatomy) and modern techniques 
(especially imaging and computer modeling) are 
integrated to reveal how limbs function, and how
anatomy is related to behavioral analyses such as 
biomechanics. We hope that this might inspire 
other functional biologists, clinicians, or research-
ers in other disciplines to see how an integration
of anatomical methods can yield exciting insights
into animal function or behavior.

1Structure and Motion Laboratory, Department of Veterinary Basic Sciences, The Royal Veterinary College, University
of London, Hatfield, Hertfordshire AL9 7TA, UK, andfi 2Leibniz Institute for Zoo and Wildlife Research (IZW), Berlin, 
Germany

3.1 Introduction

What makes so many animals, living and extinct, 
so popular and distinct is anatomy; it is what leaps 
out at a viewer fi rst whether they observe a muse-fi
um’s mounted Tyrannosaurus skeleton or an ele-
phant placidly browsing on the savannah. Anatomy 
alone can make an animal fascinating – so many 
animals are so physically unlike human observers, 
yet what do these anatomical differences mean for 
the lives of animals?

The behavior of animals can be equally or more 
stunning- how fast could a Tyrannosaurus move 
(Coombs 1978; Alexander 1989; Paul 1998; Farlow 
et al. 2000; Hutchinson and Garcia 2002; Hutchin-
son 2004a,b), or how does an elephant manage to
momentarily support itself on one leg while 
‘running’ quickly (Gambaryan 1974; Alexander 
et al. 1979; Hutchinson et al. 2003, 2006)? Yet to 
attain a fundamental understanding of many 
animal behaviors we must venture beneath their 
skin surface and analyze the anatomical structures 
that constrain and enable visible behaviors. An 
elephant does not manage the aforementioned 
unipodal feat by sheer willpower or neurological 
activity alone – muscles, tendons, and bones must 
provide enough support. Indeed, in the case of an 
extinct animal, except for fossilized footprints and
other tantalizing evidence of behavior, anatomy is
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3.2 Example 1: The Dinosaur
Velociraptor mongoliensis
Osborn 1924

Velociraptor (e.g., of r Jurassic Park media fame) is 
a member of the theropod dinosaurs: habitually 
bipedal, ancestrally carnivorous animals that 
include living birds (e.g., Gauthier 1986; Sereno 
1999). It is a Late Cretaceous representative of the
closest known relatives of all birds: the deinony-
chosaurs. Although it is a late branch of this lineage
and slightly large (<25 kg; e.g., Hutchinson 2004b) 
compared with earlier members (e.g., Micro-
raptor; Xu et al. 2003) it is useful for understand-
ing the evolution of traits present in extant 
birds, such as crouched striding bipedalism or
the functions of homologous muscles in standing
and moving (e.g., Gatesy 1990; Carrano 1998; 
Hutchinson and Gatesy 2000). As a model of the 
contemporary Tyrannosaurus rex, from a phyloge-
netically more distant lineage of theropods, is 
available (Hutchinson et al. 2005), we had a guide 
for how to construct this model and also a second 
extinct taxon to which we could compare the 
mechanics of homologous muscles.

We used a Cyberware 3030 3D color laser digi-
tizer (Cyberware, Inc., Monterey, California, USA)
to capture the 3D surface geometry of the pelvis
and hindlimb of two similarly-sized specimens 
(Institute of Geology, Mongolia specimens IGM
100/986 and 100/985). Neither was 100% complete
and intact, so we had to scale elements from the
better-preserved pelvis of the smaller specimen 
(IGM 100/985) to match the larger, by using linear
measurements (lengths and heights) of the two to 
establish proportional transformations. After we 
filled any holes and deformations were corrected fi
for the best-preserved right or left elements, we 
‘mirrored’ these elements about their midline axis 
in order to create the element of the opposite side
of the limb. Although we created a left limb (and
left half of the pelvis) for simplicity here we focus 
only on the single right limb and right side of the
pelvis. Unlike elephants, Velociraptor was habitu-r
ally bipedal, so we do not focus on its forelimb
anatomy and mechanics here. We took additional 
measurements of the tail and other adjacent body 
parts to aid placement of soft tissues even though 
these elements were not included in the model.

We articulated these 3D images of our compos-
ite Velociraptor into a poseable skeleton in SIMM r

musculoskeletal modeling software (Musculo-
graphics, Inc.; Chicago, IL) following the methods
of Hutchinson et al. (2005). Briefly, we used hemi-fl
spheres centered on the acetabulum and femoral 
head to calculate the geometric origins (0,0,0
in x,y,z coordinates) of the pelvis and femur 
segments to articulate them. We calculated the
approximate geometric origins of the femoral con-
dyles, tibial malleoli, and distal metatarsal con-
dyles in order to establish the mean centers of 
joint rotation of their respective segments (tibio-
tarsus, metatarsus, and pes) as well. The lengths of 
the femur, tibia, and metatarsus were increased by 
7.5%, 5%, and 10% to account for missing soft 
tissue between bony joint surfaces (Hutchinson 
et al. 2005). These procedures allowed articulation
of the skeleton in the software (Fig. 3.1). Manual
manipulation of joint orientations allowed us to
check whether the movements of the segments 
were realistic throughout the ranges of motion 
allowed in the model, which were assessed by 
examination of the original material to bound 
ranges of feasible joint flexion/extension, ab/fl
adduction, and lateral/medial rotation.

Fig. 3.1. Articulated right hind limb of Velociraptor mon-
goliensis in musculoskeletal modeling software, in lateral
view. The pose shown is an arbitrary one; the reference 
pose was with all bones above the foot fully vertical.
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Subsequently, we used muscle scars and compari-
son with dissections of extant relatives of Veloci-
raptor (birds, crocodilians and other Reptilia) to r
reconstruct the hindlimb musculature of the
right leg, following Hutchinson (2001a,b, 2002; 
Hutchinson and Gatesy 2000; Carrano and Hutch-
inson 2002). We then added curved wrapping sur-
faces to guide muscles on more realistic non-linear
3D paths, again using the skeletal anatomy and
extant taxa as a guide (Hutchinson et al. 2005).
Once we checked these muscle attachments to
ensure no anomalous results occurred (e.g., sudden 
jumps or loops of the muscle-tendon unit paths as
joints were moved), the model was ready (Fig. 3.2).

Here we focus on the relationships of muscle 
moment arms (see An et al. 1984; Delp et al. 1999)
to joint angles (as per Hutchinson et al. 2005) for 
the major flexors and extensors of the hip joint, as fl
these muscles are presumed to have undergone 
the most dramatic anatomical and functional 
transformations between the common ances-
tors of tyrannosaurs (basal coelurosaurian thero-
pods; distant from birds) and deinonychosaurs 
(eumaniraptoran theropods; sister group [i.e., 
cousin lineage] to birds). We compared our model
of Velociraptor with a model of r Tyrannosaurus
(Hutchinson et al. 2005), with muscle moment
arms normalised by a reference bone length to

Fig. 3.2. Muscles (red lines) of 
Velociraptor right hind limb model, r
in lateral view with all shown (A), 
oblique craniolateral view of lower 
limb muscles (B), oblique caudola-
teral view of some hip extensor and 
lower limb muscles (C), dorsolateral 
view closeup of hamstring (flexor fl
cruris complex), external pubois-
chiofemoral, and deep dorsal thigh 
muscles (D), and craniolateral view 
closeup of M. iliotibialis and M. 
femorotibialis knee extensor muscles 
(E). See Table 3.2 for muscle abbre-
viations (see Color Plates, Fig. 3.2).
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remove the confounding effects of body size. For 
muscles acting about the hip joint, the femur
length (hip to knee joint distance) was used as the 
reference length; for muscles acting about the
knee, the ‘tibiotarsus’ length (knee to ankle joint), 
and for muscles acting about the ankle and toes, 
the ‘tarsometatarsus’ length (ankle to metatar-
sophalangeal joint). Table 3.1 shows these values
for Velociraptor andr Tyrannosaurus.

3.3 Example 2: Asian Elephants 
(Elephas maximus
Linnaeus 1758)

As elephant anatomy is poorly understood and 
access to specimens is severely difficult due to fi
their protected conservation status, low mortality 
rates and population sizes, remote locations, and 
size (e.g., handling, transport, and storage logis-
tics), making the most of available specimens is a
high priority for our research. Dissection of course 
renders cadaveric specimens unusable for other
analyses such as in vitro mechanical testing, so we 
conventionally collect 3D imaging data with com-
puted tomography (CT) and magnetic resonance 
imaging (MRI; not shown here) when possible 
before dissecting specimens, in order to preserve
as much anatomical data as possible. Such data are 
also invaluable for constructing computer models 
such as the example above, so imaging has much
value. Here, we focus on what we learned about
elephant limb anatomy from 3D imaging (CT)
combined with conventional dissection.

We obtained the fore and hind limbs (separated 
from the torso/pelvis, with most extrinsic muscu-
lature attached) of an adult female (∼25 years old; 
3400 kg body mass) from Whipsnade Wild Animal
Park (Bedfordshire, UK). This animal was eutha-
nised for severe arthritis and osteomyelitis in the
left hindlimb; we obtained the right limbs which
appeared to be in reasonably sound musculoskel-

etal condition, although we make some notes on 
evident pathologies below.

We did CT scanning on a Picker PQ5000 sta-
tion (General Electric Company, Coventry, UK), 
with typically 150 axial x-ray slices at 1.5–5 mm 
intervals (depending on specimen size), 512 × 512 
pixels, 120 kvP and 200 mA intensity. After
imaging, we loaded the raw DICOM format 
scanner images into MIMICS 10.1 (Materialise, 
Inc; Leeuwen, Belgium) software where we used 
gray-value thresholding to identify tissues of dif-
ferent densities (e.g., muscle, tendon, and bone)
and create 3D images of each identified structure fi
(Fig. 3.2). These 3D models are the main subject 
of this part of the study.

After imaging, we quickly dissected all segments
and stored them in a freezer (−20°C) or cold room 
(4°C) when not in use. Abundant digital photos
and video were taken as supplementary documen-
tation during dissection. We used supplementary 
cadaver data (collected in the same fashion) from 
the complete fore and hindlimbs of one neonatal, 
one juvenile and one adult Asian elephants plus a 
total of (including from the complete limbs) 5 
adult and 4 juvenile/neonatal manus, and 4 adult
and 4 juvenile/neonatal pedes (of which one
manus was an African adult, and one pes was an
African juvenile), plus dry museum bone speci-
mens (from the Cambridge Museum of Zoology 
and Royal Veterinary College Anatomy Museum) 
to compare with our main specimen in order to 
assess individual variation or pathology.

Additionally during the dissections we collected 
data on the muscle-tendon unit architecture of all
limb muscle groups, following Payne et al. (2004, 
2005) and references therein. This included muscle
and tendon masses and lengths, and muscle fasci-
cle lengths and pennation angles, with which
muscle force production can be estimated (e.g., 
Alexander et al. 1981; Zajac 1989; Alexander and 
Ker 1990; Payne et al. 2004, 2005). We do not focus 
on these data here, but they are essential anatomi-

Table 3.1. Reference lengths of segments (from musculoskeletal model) used 
for normalizing moment arm measurements. The ‘Ratio’ column shows the ratio
of the length in Tyrannosaurus to the corresponding length in Velociraptor.

Length Velociraptor Tyrannosaurus Ratio

Femur 0.160 1.22 7.63
Tibiotarsus 0.221 1.27 5.75
Tarsometatarsus 0.120 0.780 6.50
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cal data needed for biomechanical analysis and 
few such data exist for most extant taxa. A com-
prehensive, quantitative anatomical study would
include all such measurements in addition to tra-
ditional origins, paths, and insertions.

Here, we focus mainly on the osteological 
anatomy of Asian elephants (which unlike
Velociraptor or African elephants, is not well r
described in the literature), using our adult female
specimen as a primary example but with ancillary 
data from other specimens as noted above, and
soft tissue data where most relevant for interpret-
ing the osteology.

3.4 Results

3.4.1 Velociraptor Model
Absolute values for hip muscle moment arms in
the sagittal plane are in Table 3.2. Generally the
model’s fl exor and extensor muscle moment arm fl
patterns (Figs 3.3,3.4) matched those of Tyranno-
saurus (Hutchinson et al. 2005). For the hip flexor fl
and extensor muscles, most muscles had relatively 
larger moment arm values in Tyrannosaurus. 
Some relative magnitudes were still strikingly dif-

ferent, however: the deep dorsal thigh muscles 
(M. iliotrochantericus caudalis and M. pubois-
chifemoralis internus; both parts of each group) 
showed reduced hip flexor moment arms and fl
switches between hip flexor and extensor moment fl
arms in relatively extended femoral orientations 
in Velociraptor, unlike in Tyrannosaurus (Fig. 3.4). 
In contrast, M. fl exor tibialis internus 1 (dubiously fl
present; Carrano and Hutchinson, 2002) had rela-
tively larger moment arms in Velociraptor (Fig. r
3.3E). M. puboischiofemoralis externus 1 and 2, 
whose origins were rotated caudally in manir-
aptoran theropods with retroversion of the pubic 
bones, showed relatively much lower moment 
arms for hip flexion, but still were competent fl
hip fl exors. Lower limb muscles were relatively fl
similar between the two taxa, which is consistent 
with the observation that lower limb anatomy 
did not transform as drastically between basal 
coelurosaurs and eumaniraptoran theropods 
(e.g., Hutchinson 2002).

3.4.2 Elephant Models
Our rendered 3D models of elephant limb bones 
were of a high enough resolution that all major

Table 3.2. Muscle moment arm results for Velociraptor model. Muscle names, abbreviations, and moment arms at 0° r
and 45° hip joint angles (larger values are more fl exed; 0° is a femur held perpendicular to the pelvic axis), and minimum, fl
maximum, and mean values are shown. Moment arm units are in centimeters; negative moment arms are hip flexor fl
whereas positive are extensor.

Muscle Abbrev. At 0° At 45° Min Max Mean

M. iliotibialis 1 IT1 −6.6 −4.8 −8.4 −4.8 −6.8
M. iliotibialis 2, preacetabular IT2A −4.0 −4.2 −4.2 −3.8 −4.1
M. iliotibialis 2, postacetabular IT2P −0.38 −0.65 −0.65 −0.29 −0.37
M. iliotibialis 3 IT3 5.4 6.0 3.3 6.1 5.0
M. ambiens AMB −3.1 −4.1 −4.1 2.6 −1.8
M. iliofibularis ILFB 3.6 4.3 3.2 4.3 3.6fi
M. iliofemoralis externus IFE 0.40 1.1 −1.9 1.1 −0.25
M. iliotrochantericus caudalis, anterior ITCA −1.3 −1.6 −1.6 0.87 −0.80
M. iliotrochantericus caudalis, posterior ITCP −1.4 −1.6 −1.5 0.59 −0.93
M. puboischiofemoralis internus 1 PIFI1 −2.3 −1.6 −2.6 −1.6 −2.3
M. puboischiofemoralis internus 2 PIFI2 −2.4 −2.0 −2.4 1.7 −1.5
M. flexor tibialis internus 1 FTI1 10fl −2.4 −2.4 11 8.0
M. flexor tibialis externus FTI3 3.0 0.39 0.39 3.5 2.7fl
M. flexor tibialis internus 3 FTE 6.4 4.3 4.3 7.3 6.5fl
M. adductor femoris 1 ADD1 3.9 −1.1 −1.1 5.0 3.4
M. adductor femoris 2 ADD2 3.9 0.25 0.25 4.4 3.4
M. puboischiofemoralis externus 1 PIFE1 −0.77 −1.7 −1.7 0.13 −0.70
M. puboischiofemoralis externus 2 PIFE2 −0.70 −1.4 −1.4 0.12 −0.58
M. puboischiofemoralis externus 3 PIFE3 −0.39 −0.66 −0.66 0.37 −0.24
M. ischiotrochantericus ISTR 0.43 −0.41 −0.41 0.76 0.39
M. caudofemoralis brevis CFB 4.5 4.5 3.0 4.7 4.1
M. caudofemoralis longus CFL 4.4 3.2 3.2 5.9 4.7
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Fig. 3.3. Hip flexor/extensor moment arm-hip joint angle relationships for major hip muscles infl Velociraptor (r open 
symbols) and Tyrannosaurus (fi((  lled symbolsfi ). Moment arms are normalized by femur length (see text and Table 3.1) for 
size-independent comparisons. Positive moment arms are extensor; negative are flexor. A hip joint angle of 0° represents fl
a vertical femur; negative values are extension past that point and positive values are flexion (femoral protraction). fl
A, M. iliotibialis 1 − 3 (IT1 − 3). B, M. iliofi bularis (ILFB) and M. ambiens (AMB).fi C, Mm. puboischiofemorales externi 
1 − 3 (PIFE1 − 3). D, Mm. adductores femorii 1 + 2 (ADD1 + 2). E, Mm. flexores tibiales interni 1fl + 3 (FTI1 + 3) et 
externus (FTE), and F, M. ischiotrochantericus (ISTR) and Mm. caudofemorales brevis et longus (CFB, CFL) (see Color 
Plates, Fig. 3.3).

anatomical features of the bones – even subtle
muscle scars – described in the excellent osteo-
logical studies by Smuts and Bezuidenhout (1993, 
1994) could be identified in our main specimen fi
and other elephants we studied. We found few 
striking osteological differences between the lit-
erature descriptions of African elephants and our

Asian elephants. Our specimens showed the same
sexual dimorphism observed by the latter authors
(e.g., more prominent muscle scars in female ele-
phants; surprising considering the larger mean 
size of males). We proceed from proximal to distal 
elements of the fore and hind limbs (Fig. 3.5), 
noting where our specimen (or any others) 
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Fig. 3.4. Additional hip moment arm-joint angle relationships as in Fig. 3.3. A, M. iliofemoralis externus (IFE) and 
M. iliotrochantericus caudalis (ITCA, ITCP). B, Mm. puboischiofemoralis internus 1 + 2 (PIFI1 + 2) (see Color Plates, 
Fig. 3.4).

Fig. 3.5. Bones of the right fore and hind 
limb of our study specimen of Elephas
maximus, three-dimensionally rendered in
MIMICS software from CT scans. In lateral 
view. The major bones are moved slightly
out of articulation so more of their surfaces
can be seen. Abbreviations: acc = accessory
carpal, calc = calcaneus, con = condyle, cor =
medial coronoid process, dc = distal carpals
(I-V), det = deltoid tuberosity, dt = distal
tarsals (I-V), fh = femoral head, gl = glenoid
surface, gr = greater tubercle, grt = greater
trochanter, hh = humeral head, hp = hamate
process, inf = infraspinous fossa, le = lateral
epicondyle, lm = lateral malleolus, lsc =
lateral supracondylar crest, lt = lesser tro-
chanter, mc = metacarpals (I-V), mt = meta-
tarsals (I-V), ole = olecranon process, pc =
proximal carpals (I-V), ph = phalanges
(I-V), ses = sesamoid(s), sgt = supraglenoid
tubercle, shp = suprahamate process, ss =
scapular spine, stp = styloid process, sul =
sulcus, sup = supraspinous fossa, tal = talus, 
tro = trochlear surface, tt = third trochanter, 
tub = tubercle, ttu = tibial tuberosity (see
Color Plates, Fig. 3.5).
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showed important differences from Smuts and 
Bezuidenhout’s (1993, 1994) African elephant 
specimens. All bony epiphyses were fully fused
except where noted; our main specimen was
almost skeletally mature (Roth 1984).

The scapula had three tubercles on the scapular 
spine region: one midway along the lateral surface 
of the spine (part of M. trapezius insertion), a 
second on the spine at the juncture of the hamate 
and suprahamate processes (probable origin of 
fascial sheet extending down the forelimb), and a 
third on the lateral tip of the hamate process (end
of deltoid partial origin, and attachment for crani-
olateral and cranial ‘lacertus fibrosus’ fascial fi
sheets).

The humerus revealed two distinct features of 
the crista supracondylaris lateralis not noted else-
where: there was one quite large tubercle (with a
distal invagination) on the caudolateral side of the 

crest near its proximal end (associated with the 
origin of M. anconeus), and then a second, smaller 
tubercle proximal to it on the crest (part of the 
M. brachioradialis origin).

The radius and ulna of our main specimen were 
fused together proximally quite strongly as well as
partly fused at their distal articulation. The ulna
had marked muscle scarring on the proximal half 
of the caudomedial surface of the corpus ulnae 
(biceps brachii partial insertion, as well as a second 
patch of scarring also visible in CT images on the
proximal olecranon’s caudolateral surface, distal 
to the tuber olecrani proper (part of the M.
anconeus insertion).

The manus (Figs 3.5,3.6) showed strong ossifica-fi
tion and rugosities but no evident pathology. We 
found no clear articulation of the ulnar carpal with 
metacarpal V – indeed, Smuts and Bezuidenhout’s
(1993) figures concur with this, unlike the text. Thefi

Fig. 3.6. Articulated bones of the right 
manus (A, C) and pes (B, D), in palmar
(A, B) and planter (C, D) views. Abbre-
viations as in Fig. 3.5 caption plus: I-V =
digits I-V, int = intermediate carpal, prh
= prehallux, prp = prepollex, rad = radial
carpal, tal = talus, uln = ulnar carpal (see 

olor Plates, Fig. 3.6).C
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accessory carpal was the normal insertion point 
for M. extensor carpi ulnaris (and M. extensor 
digitorum lateralis). Carpals 3 and 4 had plantar 
tuberosities, presumably for the insertion of M.
flexor carpi radialis. The metacarpals match thefl
descriptions of Smuts and Bezuidenhout (1993)
very well, except that metacarpal II’s proximal 
tuberosity was expanded proximally into a spine
(this was not present in other individuals).

All manus digits except I had two large proxi-
mal sesamoids. Close examination of our main
specimen showed at least one, maybe two ossifica-fi
tions in the location of the proximal sesamoid of 
digit I (Fig. 3.7A,B). However in our other five fi
adult specimens we saw a single sesamoid in digit

I in two specimens, two separate sesamoids in one
specimen, and an ambiguous number (one or two
but resolution too coarse to determine) in the 
others. Juveniles tended not to have sesamoids 
visible at all in digits I and V. We infer that at least
Asian elephants have two sesamoids in digit I, but
they may fuse or be indistinguishable in adults.

In our main specimen, digit I of the manus had 
only one phalanx (although in two adult inviduals 
we saw two phalanges), digits II-IV had the typical
three phalanges (except one pathological adult 
individual only had two for each digit, and juve-
niles had anywhere from 2–3 identifi able phalanges, fi
tending to increase with age as expected), and
digit V had proximal and distal phalanges with a

Fig. 3.7. ‘Predigits’ of the right manus 
and pes: prepollex in medial (A) and 
lateral (B) views, prehallux in cranial (C) 
and caudal (D) views, and dorsomedial 
views (not to scale) of manus (E) and pes 
(F), with articulations shown. Abbrevia-
tions as in Figs 3.5, 3.6 captions plus: cen
= central tarsal, MC1 = metacarpal I, 
MT1 = metatarsal I, prh-d = distal
segment of prehallux, prh-p = proximal
segment of prehallux, T1 = (distal) tarsal 
I (see Color Plates, Fig. 3.7).
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gap separating them (i.e., no ossified middle fi
phalanx; contrary to the fi ndings of Smuts and fi
Bezuidenhout (1993), who found no ossified fi
ungual). On closer investigation of the CT images, 
there appeared to be a cartilaginous middle 
phalanx of digit V that had failed to ossify in our 
main specimen, and this was likewise common but 
individually variable in other Asian elephants –
two of our larger adult individuals even had a 
complete set of three ossified phalanges. Digits IIIfi
and IV had ungual (distal) phalanges that, unlike 
the specimens described by Smuts and Bezuiden-
hout (1993), had articulations evident with the
middle phalanges, whereas digit II had the usual
gap between these two distalmost phalanges.
These two patterns were variably present in other 
specimens. Digit V’s ungual phalanx was divided
into medial and lateral halves; likewise variable
even among adults. Below we add additional notes
on the anatomy of the prepollex.

We observed no other external features of the 
femur, patella, tibia, or fi bula (Fig. 3.5) that Smuts fi
and Bezuidenhout (1994) did not already point
out, except some pathologies noted below for our 
main specimen. Likewise we saw the same details 
that the latter authors note; there were no marked 
osteological differences between their African 
and our Asian elephants. The tibial epiphysis was 
incompletely fused, unlike the other limb bones; 
although this is slightly unusual for typical ele-
phants (Roth 1984) we assume that it is merely 
individual variation rather than pathology.

Some details of pes osteology (Figs 3.5,3.6)
in our main specimen were obscured by some 
extraordinary pathologies (described further 
below), yet the basic anatomy of elephant pedes
was still recognizable, especially distally. The cal-
caneus had marked ligamentous and tendinous 
scarring, including on the plantar surface of the
calcaneal tuber, corresponding to the adductors
and abductors of digit V. Additionally, there was a
strong lateral tuberosity at the base of the tuber, 
caudal to the articulations with metatarsal V and 
tarsal IV. This tuber also bounds a tendinous sulcus 
with a hooklike project of the caudolateral base 
of the articular surface for metatarsal V; this sulcus
is for the tendon of M. tibialis caudalis. Talus and
distal tarsal anatomy was also as described by 
Smuts and Bezuidenhout (1994), with all major 
details visible except where obliterated by patho-
logical fusion or osteophytes. The pes had the
typical fi ve metatarsal bones, conforming quitefi

well to the description by Smuts and Bezuiden-
hout (1994). Pathologies, especially proximally, 
are noted below.

As in African elephants, the hallux (digit I) had
only one very small, fl at proximal sesamoid (lying fl
between the metatarsal trochlea and the prehal-
lux; described below) and no phalanges. This was
variable in our eight other specimens – adults and 
immature elephants alike had either zero or one 
sesamoid. Curiously, all fi ve of our adult speci-fi
mens lacked hallucal phalanges whereas all four
juveniles had one phalanx, so phalanx number is
either individually or ontogenetically variable
(our sample size is too small to determine). The 
other digits each had two proximal sesamoids 
(none fused as Mariappa 1986 claimed for digit
II).

Digits II and V had two ossifi ed phalanges, fi
lacking a middle phalanx – the proximal and distal
(ungual) phalanges were separated by a gap where 
a presumably cartilaginous nodule represented
the middle phalanx. However this pattern differed
in adults: three complete digits were present in
digit II in the four other individuals, whereas half 
had either two or three phalanges in digit V. Juve-
niles had two ossified phalanges in digit II and 1–2 fi
in digit V. The unguals of these two digits were 
typically simple and crescent-shaped; ungual II 
had a hooked ventromedial tuberosity, whereas 
ungual V lacked any marked tuberosity in our
main specimen, and this shape was likewise varia-
ble among other specimens. Digits III and IV usu-
allly had the usual full complement of three
phalanges in adults (but one had two phalanges in
digit IV), whereas juveniles had 2–3. If an elephant
had three phalanges in any one digit, it was always 
digit III. The ungual of digit III had a tuberosity 
that was offset slightly medially (unlike in typical
African elephants), whereas the tuberosity on
digit IV was markedly reduced, and the middle
phalanx was much smaller than in digit III.
However, this asymmetry was not typical for other 
specimens.

Our CT images of our main specimen and others
showed some remarkable features of the fore and
hind feet that deserve greater attention, so we 
focus on these here. From our observations of the
feet of four African elephants (from juvenile to
adult) we are confident that these comments apply fi
to both major species of elephants. The anatomy
of the bizarre ‘predigits’ (prepollex and prehallux; 
digit-like structures of unknown composition or 
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ontogeny that lie medial to digit I) of elephant 
manus and pedes caused some confusion in early 
literature concerning the number of digits in ele-
phants (see Smuts and Bezuidenhout 1993, 1994).
This anatomy has not previously been described 
in detail, nor has its ontogenetic variation been 
inspected. As CT scanning provides noninvasive
anatomical data on the in situ positions and struc-
ture as well as relative density (i.e., calcifi cation) fi
of these mysterious elements, here we add detailed
description.

The prepollex (Fig. 3.7A,B,E) is a single segment 
(in all specimens) that articulates only with meta-
carpal I. It is claw or hook-shaped, with the concave 
surface of the hook oriented craniomedially. Its 
articulation is a large rugose, convex boss on the 
proximal caudal (plantar) surface of metacarpal I, 
forming a saddle-shaped joint articulation with 
the concave, crescent-shaped proximal surface of 
the prepollex. The prepollex has a longitudinal
ridge on its caudolateral and craniomedial
surfaces.

The prehallux (Fig. 3.7C,D,F) is a slightly curved, 
rodlike structure that articulates with tarsal I and
metatarsal I, on their caudal (plantar) surfaces. 
The prehallux consists of at least two and some-
times three calcifi ed segments (variable among fi
specimens; Neuville (1935, fi g. 26) showed four fi
possible centers of calcification) that have an fi
articulation at the level of the distal end of meta-
tarsal I. A concave notch is present on tarsal I
that a rounded peg on the proximal segment of 
the prehallux fi ts into, approximating a ball-and-fi
socket joint. This prehallucal segment then lies
parallel to metatarsal I and sits appressed to a flat fl
caudomedial groove in that bone (Fig. 3.7F). The 
nature of the bones surrounding it, especially
tarsal I’s main articulation with it, is that the move-
ments of the prehallux are restricted to a dorso-
caudal plane.

Both ‘predigits’ calcify (or ossify; histological 
data are needed to test this) throughout growth, 
with the calcification of cartilages proceeding from fi
proximal and distal toward the middle, and from
the surfaces inward toward the core, with a ten-
dency for thicker calcification on the lateral fi
sides.

We also observed interesting pathologies in our 
primary female specimen that we are not aware of 
ever having been described in elephants, even 
though the disorders (osteomyelitis and osteoar-
thritis, primarily) they are symptoms of are major

causes of mortality in captive elephants (Csuti 
et al. 2001). These pathologies were centered 
around the tarsus (Figs 3.5,3.6). The distal end of 
the tibia (caudal side of the cochlea tibiae) had 
extended further distally behind the talus, forming 
a prong that stiffened the back of the ankle joint.
Likewise the distal fibula showed excessive growth, fi
and the talus had enlarged proximal articular
facets, especially laterally.The tarsals show other
pathologies related to decreasing the mobility of 
the ankle joint complex. The distal tarsals (cent-
rale and tarsals I-IV) were largely fused to each 
other, sharing marrow cavities. Likewise, the 
medial and distal surfaces of the calcaneus was
fused to the talus, centrale, and tarsal IV. Gener-
ally, the surfaces of all tarsals was roughened by
this ankylosis and scarred with pits, vascular chan-
nels, and osteophytes (spurs). This pathology 
extended into the proximal metatarsals, with signs 
of fusion particularly between metatarsal V and 
tarsal IV, and metatarsal I and tarsal I. The tuber-
osities at the bases of the metatarsals were larger
than normal, presumably related to this pathology. 
On the cranial (dorsal) base of metatarsal III 
there was an erosive channel penetrating through 
the bone.

3.5 Discussion

Our examples show how anatomy remains a dis-
cipline of fundamental importance, for example 
in biomechanical analysis, and how anatomical
analyis has evolved with and been enriched by
new imaging technologies.

3.5.1 Velociraptor Model
Velociraptor is more closely related to extant birdsr
than is Tyrannosaurus (e.g., Gauthier 1986; Sereno
1999), the other dinosaur for which muscle moment 
arm-joint angle relationships have been estimated 
(Hutchinson et al. 2005). Although both are Late
Cretaceous terminal taxa within long-lived 
lineages (deinonychosaurs and tyrannosauroids, 
respectively); both dating back to at least the Late 
Jurassic (Sereno 1999; Xu et al. 2003) and have lost 
some ancestral features of those lineages and
gained some derived features (especially larger 
size), they still have the potential to reveal ana-
tomical and functional transitions within the hind-
limb along the line from coelurosaurian dinosaurs 
to extant birds. This is particular true for those
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anatomical details that are retentions of features 
that are ancestral along this line (e.g., Gatesy 1990; 
Carrano 1998; Hutchinson and Gatesy 2000), 
despite the distance of the terminal taxa from the
line itself. Hence as long as one is cautious about 
the relative antiquity of features in such terminal
taxa (by using proper outgroup analysis and con-
sidering more/less primitive traits in related taxa 
that are not modelled), biomechanical models of 
these taxa can still reveal the evolutionary polarity
of functional traits.

Many hip muscles showed relatively larger
moment arms (even with size factored out) in Tyr-
annosaurus. This was likewise generally the case
for distal muscle groups including the knee, ankle, 
and toe extensors and fl exors (not shown). Thisfl
matches the expectation of some positive allom-
etric scaling of muscle moment arms from smaller 
to larger theropods (e.g., Alexander et al. 1981; 
Biewener 1989, 1990; Hutchinson 2004b; Hutchin-
son et al. 2005) – larger moment arms are needed 
to maintain similar peak stresses on the muscu-
loskeletal system during the support of body 
weight or protraction of relatively heavier limb
segments. However more data from other extant
and extinct theropod taxa are needed to test
whether this is actually allometric scaling or dif-
ferences in phylogenetic position. In particular, 
the shortened postacetabular ilium (and reduced 
tail) of maniraptoran theropods (e.g., Xu et al. 
2003) might explain the smaller hip extensor 
moment arms for most muscles originating from
there.

The more unusual results of the Velociraptor
model when compared with Tyrannosaurus can 
partly be explained by phylogenetic differences in
anatomy between basal coelurosaurs (e.g., tyran-
nosaurs) and maniraptoran theropods (e.g., dei-
nonychosaurs). Velociraptor has the shortened but r
somewhat more strongly retroverted ischia typical 
of its clade, which should have moved some muscle 
origins further caudally and transformed their 
moment arms. Our model does show some rela-
tively increased moment arms for some but not all 
muscles with ischial (e.g., M. flexor tibialis internus fl
1 if present) origins. Likewise, shape changes of 
the preacetabular ilium and lesser trochanter/
trochanteric crest in maniraptorans might explain 
the altered moment arms for the deep dorsal thigh 
muscles (Fig. 3.4) attaching to those surfaces 
(Hutchinson 2001a,b; Carrano and Hutchinson, 
2002) in Velociraptor, relative to Tyrannosaurus.

Researchers have long discussed the effects of 
retroversion of the pubic bones in maniraptorans 
(and convergently in ornithischian dinosaurs) on 
thigh muscle function (e.g., Romer 1927; Walker
1977; Perle 1985; Hutchinson and Gatesy 2000). 
Rather than resulting in a dramatic transforma-
tion of the functions of the major pubic muscles
Mm. puboischiofemoralis externus 1 and 2, our 
models show that this change only reduced (but 
did not eliminate as Hutchinson and Gatesy (2000) 
inferred, although this might have occurred deeper 
within the bird lineage) their hip flexor moment fl
arms. A functional shift into hip extension (i.e., 
femoral retractors; Romer 1927; Charig 1972; 
Perle 1985), not flexion, is strongly rejected by the fl
model. This conservation of hip flexor function fl
results from the insertion of these muscles, which 
is still laterally positioned on the proximal femur 
(e.g., Hutchinson 2001b), and lies above, not below, 
the femoral head (contra Perle 1985), hence 
imparting a flexor moment arm to the muscle fl
group. This very likely holds for ornithischian 
dinosaurs as well.

The ultimate explanation for retroversion of the 
pubes remains elusive – shifts of the body’s center
of mass and sizes or positions of digestive or res-
piratory tissues, for example, are at least conse-
quences of this retroversion, but we remain 
agnostic about evolutionary causation (see also 
Hutchinson and Gatesy 2000).

3.5.2 Elephant Models
We were impressed to see in our elephant speci-
mens how fine osteological details fifi rst described fi
from visual observation of dried museum skele-
tons (e.g., Blair 1710; Smuts and Bezuidenhout 
1993, 1994) could still be clearly observed with 
conventional CT scanners. This imaging approach 
also spares the considerable effort of thoroughly 
cleansing and degreasing bones, which often 
damages them. In the case of heavy elephant 
bones, this also renders sharing these anatomical
data with other researchers much more simple 
than sharing the actual specimens. Furthermore, 
the detailed anatomy of the prepollex and prehal-
lux has surely been obscured (e.g., see review in 
Eales 1929) by the emphasis of anatomists on
describing cleaned osteological specimens, from 
which less ossifi ed (and perhaps unexpected) fi
structures such as these ‘predigits’ can easily be
overlooked or lost. Modern imaging techniques
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help ensure that such strange calcifications are fi
recognized and described in situ. In particular, the
soft tissue context in which they are embedded 
can be analysed before destructive dissection.

The finding that elephant prepolluces and pre-fi
halluces have identifi able osteological correlates fi
(e.g., Witmer 1995) of their articulations with other
bones of the manus and pedes opens the possibil-
ity that the evolutionary history of these strange 
‘sixth digits’ of elephantids can be traced through 
the fossil record. As these neomorphic digits are
unknown in extant relatives (e.g., sirenians and 
hyraxes), they must have arisen within the Probos-
cidea. Presumably, as they support the digital 
cushions of subunguligrade elephant feet (Weis-
sengruber et al. 2006), they originated in concert 
with the expansion of these digital cushions into 
the highly derived footpad structure of elephantids. 
Hence any information on the presence/absence 
of the articular surfaces in fossils would not only
illuminate when the prepollex or prehallux first fi
evolved, but also shed light on the genesis of this 
remarkable footpad.

We also have described numerous osteological
correlates of soft tissue attachment in elephant 
limb bones that are useful for functional morphol-
ogists and paleontologists, and add biological 
context to characters useful in systematic studies.
These features seem to be consistent between
Asian and African elephant species, yet individual
variation in many of these features remains very
poorly understood. Quite a few of them are
expressed at a very young age (e.g., Mariappa 
1986).

How many toe bones do elephants have? There 
were no differences among the numbers of digits 
(five total in each manus and pes) in our speci-fi
mens; we expect that deviations from this pattern 
are highly abnormal for any elephants. We found 
some different counts of phalanges and sesamoids 
in the manus and pes than sometimes reported for
elephants. In the manus, authors seem to agree on 
a proximal sesamoid count of 1-2-2-2-2 but we 
found that there are two proximal sesamoids asso-
ciated with digit I, albeit very small ones that may
sometimes be co-ossified. We found that the manus fi
phalangeal formula is 1-3-3-3-2 for Asian and 
African elephants (Smuts and Bezuidenhout 1993; 
Ramsay et al. 2001), but two of our seven adult 
Asian elephants had an extra digit I phalanx. Eales 
(1928, 1929) had similar findings for a fetal Africanfi
elephant with a phalangeal formula of 2-3-3-3-2. 

Sikes (1971) indicated a manus phalangeal formula
of 1-2-2-2-2 for African elephants; apparently the 
distal phalanges of digits II-IV were overlooked, 
or variability is even higher than suspected.

Pes digit I had no phalanges in adults, unlike our 
juvenile specimens, which match the fetal Asian 
elephant that Mariappa (1986) described as having 
one phalanx that was ‘a minute cartilage’ (p.27). 
Interestingly, Eales (1928, fi gs 6–8) showed twofi
phalanges here in a fetal African elephant, 
although her various figures (e.g., 1928, fifi  gs 19–22) fi
do not always show consistent phalangeal counts 
for other digits and her text (1929) contradicts this. 
It seems likely that the ‘fused sesamoids’ Mari-
appa (1986) noted for digit II were too small in his
fetal specimen to differentiate; adults typically
have two separate ossifications (fi vide Ramsay et al. 
2001). If this is correct, then African and Asian
elephants both typically should have a pedal sesa-
moid count of 1-2-2-2-2 (Smuts and Bezuidenhout 
1994; Ramsay et al. 2001) although some individu-
als lack the hallucal sesamoid (none seem to have 
paired ones). Mariappa (1986) claimed three
phalanges in digit II but only two phalanges in
digit IV for a fetal Asian elephant. It is possible
that Mariappa (1986, p. 26) referred to digit IV 
where digit V was intended; this matches his figure fi
1.17. We found the opposite in our main specimen, 
although this was variable among our other adults 
– a phalangeal formula of (0/1)-3-3-3-3 is common
although some individuals, even large adults, have 
two phalanges for some of digit(s) II-V (although
never digit III if other digits have three phalanges).
Sikes (1971) again stated a phalangeal formula of 
1-2-2-2-2 for the pes, which seems an oversimpli-
fi cation of the general pattern. Neuville (1935, fi
fi gures 17,18) showed an unusual pes specimen fi
with a possible fourth phalanx for digit III.

The patterns we have found for manus and
pedal anatomy are from multiple individuals of a
wide size and age spectrum. These generally match
the observations for African elephants (Smuts and
Bezuidenhout 1993, 1994), although differences
in manual phalangeal count (e.g., manus digit 
I) probably also relate to misidentification of fi
phalanges (as middle/ungual) due to the study of 
non-articulated cleaned bones, rather than the in 
situ specimens we have observed. Additionally, the
emphasis on studying fetal or otherwise immature 
specimens (inevitably with less ossification and fi
more ambiguous differentiation of morphology) 
has been misleading. We conclude that there are
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no salient differences in phalanx or sesamoid 
number between the species. Although some 
Asian elephants may have two phalanges in digit 
I, it is not clearly the predominant pattern, and the
proximal sesamoids of manus digit I bear closer 
anatomical study. High individual variation in
these traits and low sample sizes in most studies
(1–2 usually) has exacerbated the confusion, and 
even our sample of 9–10 specimens is too small 
to draw statistically meaningful generalizations 
from.

Our use of intact cadaveric specimens
rather than defleshed and disarticulated skeletalfl
remains exemplifies the advantages of modern fi
anatomical techniques. Soft tissue data and in 
situ positions are not lost (and are preserved 
digitally) even once dissections and skeletoniza-
tion are done. Typical museum specimens have 
had all of this information scoured clean, reducing
the quantity of information that specimens can 
provide, and potentially leading to anatomical
misinterpretations.

3.6 Conclusions

We have provided examples from paleobiological 
and neontological perspectives on animal limb 
function (and evolution) to emphasize how the
problem of conducting biomechanical analysis is 
solved from these perspectives, and how anatomi-
cal methods ranging from dissection, osteology, 
and functional morphology, to modern imaging 
techniques and computer modeling are used simi-
larly or differently in these perspectives. We used 
an extinct dinosaur (Velociraptor) and an extant 
elephant (Elephas maximus) as examples of com-
parable subjects of interest to paleobiologists and 
neontologists. Extinct dinosaurs present mainly
osteological evidence which can be used to inves-
tigate scaling trends of bone shape with size, to 
analyze simple functional morphology of bony 
articulations, or to construct complex computer
models that add soft tissues to an articulated skel-
eton in order to more integratively analyze limb
mechanics. Dissection of course is impossible; 
bones are the primary evidence and can them-
selves be fruitful. Yet the vexing problem that 
more complex analyses introduce more unknown 
parameters and hence broader, less specifi c quan-fi
titative results, can be frustrating regardless of the
techniques available.

In contrast, such abundant data are accessible
in living animals that complex biomechanical 
analysis becomes a different challenge: what to
measure and how, vs. what assumptions must
be made about unmeasured parameters? Many 
parameters may not be measured, simply because 
of time constraints or often because insuffi cient fi
animals can be obtained, or invasive experimenta-
tion is impossible/undesirable (particularly the 
case for elephants).

Both perspectives hence share a common theme 
of balancing (and explicitly engaging with) the 
known and unknown in order to address research 
questions. Anatomical analysis forms the founda-
tion of these perspectives as well. However, pale-
ontologists generally proceed from the bones 
outward to interpret the once-intact whole or-
ganism, whereas neontologists typically dissect 
inwards from the surface of a whole animal, only 
later to reach the bones. Part of the wonder of 
modern imaging techniques is that they can reverse 
the directions of these pathways of inquiry – with 
computed tomography one can interpet skeletal 
mechanics in an extant animal without the con-
ventional scalpel, or peer inside irreplaceable
fossil bones without harm to them. Our examples
show how biomechanical analysis is a field where fi
anatomical inquiry, both classical and modern, is
alive and well and offers exciting ways to integrate 
paleontological and neontological approaches.

Our two case studies also exemplify how new
anatomical techniques have synergy with new and 
old methods in biomechanical analysis (computer 
simulation of dinosaurs) and phylogenetic studies 
(comparative anatomy of elephant species). Much 
as anatomy remains a crucial foundation for phy-
logenetics (for theropods e.g., Gauthier 1986; 
Sereno 1999; Xu et al. 2003; for elephants e.g., 
Shoshani and Tassy 1996; Shoshani 1998; Thomas
et al. 2000), it is an often under-appreciated foun-
dation of biomechanical analysis. For example, in 
order to figure out how a dinosaur stood or moved, fi
we need to calculate how large of a moment each
muscle-tendon unit could have generated about 
its hind limb joints and relate those moments to
the moments of gravity, inertia, and ground reac-
tion forces that standing or moving imposed. This
is basic Newtonian mechanics, but relies on
accurate anatomical data. Our model of muscle 
moment arms in Velociraptor takes one step r
toward this end, by representing the 3D geometry 
of the bones and muscle-tendon units. This also 
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aids in resolving the problem that function often
cannot reliably be inferred simply from anato-
mical form (e.g., Lauder 1995; Koehl 1996) by
explicitly quantifying mechanical function, using 
anatomical geometric data.

The dinosaur model also shows how our ele-
phant modeling will next proceed; surprisingly, 
dinosaur comparative osteology is much more
well described than for elephant limbs, so we 
needed to fi ll in this gap fifi rst for extant elephants.fi
Now that we have 3D characterizations of limb
bone anatomy in Asian elephants, we can export 
our bone images into musculoskeletal modeling 
software and combine them with the properties of 
individual muscle-tendon units (e.g., estimated 
force-generating capacity) that we are measuring 
in dissections. Since we know how Asian elephant
anatomy differs from African elephants (only very 
slightly), we can use models to address if and how
these anatomical differences affect musculoskele-
tal mechanics.

Despite these epistemological differences, the 
fact remains that extant or extinct, dinosaurs and
elephants are still organisms. As their anatomy is 
often same basic components that were just dif-
ferently ‘tinkered’ (Jacob 1977) together during
evolution, the same basic anatomical data are 
needed regardless of the species being studied, 
and analysis can proceed in much the same way, 
even if it must proceed more indirectly and tenta-
tively for extinct taxa. The various disciplines of 
neontology and paleontology are often separated 
more by human perspective, history, and bias than 
by real biological differences. Anatomy is a crucial
line of evidence that integrates them all.
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