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Temporal variation in
Pl io- Plei stocen e Anti dorcas
(Mammalia: Bovidae)
horncores: the case from
Bolt's Farm and why size
matters

Sally Christine Reynolds.

Morphologicaf differences in samples of fossil (Antidorcas recki)

and modern (A. marsupialis) springbok horncores suggest that the

ancestral species shows less sexual dimorphism than is observed

in the horn dimensions of modern springbok. This pattern may

prove useful when evaluating lossil springbok specimens in South

African Pfio-Pleistocene faunal assemblages. Undated Antidorcas

craniodental specimens from Pit 3, Bolt's Farm (Cradle of Human-

kind, Gauteng, South Africa) have previously been referred to

A. recki by Cooke.l However, comparison with numerous other

springbok samples suggests that these specimens are more likely

to represent male and lemale fossi ls of the extant species,

A. marsupialis. This re-evaluation adds weight to the fossil evidence

implying that the modern form of springbok is a southern Alrican

endemic species which first appeared around 1.5-1.0 million years

ago in Swartkrans Member 1.2'3 Bolt's Farm Pit 3 fossils are inferred

to be of a similar age.

lntroduction
The springbok (Antidorcas marsupialis) is a common antelope

species from southern Africa, represented by three subspecies
across a continuous range (Fig. 1). Sexual dimorphism is evident
in body size and in horn shape in each subspecies. The largest
springbok populations are of A. m. hot'meyri in the arid areas
of Namibia whereas those of the subspecies from South Africa
(A, m. marsupialis) are the smallest.a'5 Mean body mass varies
from 41 kg recorded for males to 37 kg for females.6'7 Although
both sexes are horned, males possess heavily ridged horns that
sweep backwards from the base before diverging outwards and
hooking inwards at the tips. In contrast, females possess horns
that are'distinctly smalle4, wider apart at the base,lightly ridged
and much thinner than in the males'.7

The ancestral springbok species (A. recki) is abundant in East
and South African Plio-Pleistocene deposits (Fig. 1) from
roughly three million years ago but disappears entirely from the
eastern African fossil record after about 330 000 years ago.8 The
ancestral form possessed more mediolaterally compressed
horncores and smaller overall body size than the descendant
species. The earliest fossils of the extant springbok (A. marsu-
pitzlis) arefromSwartkrans Member 1 (in the Sterkfontein Valley,
South Africa), and this species is common throughout the entire
Swartkrans sequence and at numerous other sites in the
Sterkfontein Valley. Ecomorphological studies on both East and
South African samples suggest that the ancestral species was
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Fig. 1. Modern-day geographic range of Antidorcas marsupialis (shown in grey
shading), with fossil sites in eastern and southern Africa, from which samples
discussed in this study derive.

adapted to more closed, woodland habitats and a predomi-

nantly browse (Cr) diet.qlo

Modern springbok are ecologically different and are arid-

adapted, showing dietary flexibility to cope with drought condi-

tions.11f,' Climatic shifts towards more oPen/ savanna-domi-

nated environments during the Pleistocene are likely to have

altered ancestlal springbok habitats,l3 prompting increases in

body size, and concomitant changes in diet. Accompanying this

suite of changes, A. marsupialis displays a slightly less medio-

laterally compressed horncore morphology than its ancestol,

with marked horncore differences between sexes. Less is known

about the extent of horncore sexual dimorphism in A. recki.

Cooke suggested that certain horncores from Pit 3, Bolt's Farm,

represent dimorphic male and female A. recki, and imply a

degree of sexual dimorphism 
'very similar to that shown by the

living,4. marsupialis, or perhaps even more marked'.t The study

reported here compares large samples of modern springbok and

fossils from southern Africa and East Africa to re-evaluate

Cooke's assessment of sexual dimorphism in ancestral spring-

bok.

Materials and methods

Variation in body size has been reported in the three extant

subspecies of springbok" necessitating a total of 42 crania of

wild-caught specimens from across the geographic range of

A. marsupialis, including Angola, Namibia (Kalahari) and South

Africa (Table 1). The sample comprised 19 males and 23 females,
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Angola males
Angola females
t-test P-value: Angola

Namibia males
Namibia females
i-test P-value: Namibia

S. Africa males
S. Africa females
t-test P-value: S. Africa

Combined males
Combined females
f-lest P-value: All
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Table 1. Specimen numbers of fossil and modern springbok specimens.

Catalogue numbers ot horncore specimens

Olduvai Gorge Beds l, Il, Ill and lV (n = 28)
M.21 460; M.21 462; M.21 457 ; M.22365; M.21 462; M.21 464; Old. 600; Old. 599;
Old F.945;  Old.  F.939;  Old.  F 944;  Old.  F.943;  Old.  F.946;Old.  KK 309; M.22363;
M.22362; M. 1 451 0; M.351 70; M. 1 4509; M. 1 451 1 ; M.22360; Mj 451 2; M.22365i
M.21456i M.14563; M.22475i Natural History Museum, London, unnumbered
specimen and M.21457

East Turkana (n = 15\
KNM-ER-258; KNM-ER-1 738; KNM-ER-5243; KNM-ER-s030; KNM-ER-4960;
KNM-ER-232; KNM-ER-1757; KNM-ER-456; KNM-ER-2107; KNM-ER-4692;
KNM-ER-2152; KNM-ER-4565; KNM-ER-457; KNM-ER-1614 and KNM-ER-5265

Sterkfontein (n = 6\
S94-3663; S94-3099; S94-1 661 ; S94-1 664; 594-51 0 and 594-983

Plover's Lake (n = 2\
PL 665 and PL 863

Swartkrans (n = 3)
SK 3071; SK 301 1 and SK 1428

Bolt's Farm (n = 2, dala published by Cooke)
UC 69521 and UC 80169

Extant springbok specimens (n = 42)
Cambridge Museum of Zoology specimens: H.23282t H.23283; H.23288

University of the Witwatersrand specimensi BP/411141; BPI/C 141; BPVCI 134

Transvaal Museum specimen'. AZ 3140; Powell-Cotton Museum specimens:
Powell-Cotton unnumbered; ANG 172; ANG 178 ANG 35; ANG 8/730; ANG
111728; ANG 31726

National Museums of Bloemfontein (Florisbad) specimens: NMB 7431; NMB
7421; NMB 7425; NMB 7420; NMB 6096; NMB 7426; NMB 741 8; NMB 7423;
NMB 7434; NMB 7433; NMB 121 17;  NMB 12022; NMB 12135; NMB 12123;
NMB 9499

Natural History Museum (London) specimens: 1926.12.7 .324i 20.4.27 .35;
96.11.28.8;  31.2.1.30;  64.446;27.2.11.86;2.4.11.1;19.7.15.335;  28.9.11.454;
2.1 2.1 .41 i 2.1 2. 1 .42i 25. 1 .2.253 and O. 4.27.34

all fully adult individuals (that is, with upper and lower third
molars erupted).

A sample of 54 fossil springbok horncore specimens from east-
ern and southern Africa was examined fiable 1). Fossil individu-
als associated with teeth could be aged, so that subadult and
juvenile specimens could be excluded from the study. Isolated
horncores were included in the fossil samples, which are likely
to have included a range of ages for the fossil species. The east-
ern AJrican sample comprised 28 specimens from Olduvai
Gorge and 15 from the Koobi Fora Formation, East Turkana local-
ity. The South African sample derives from three sites in the
SterKontein Valley (Fig. 1), and consists of six horncores from
Sterkfontein, two from Plover's Lake and three from Swart-
krans; Cooke's measurements from the two Bolt's Farm speci-
mens are also included.

Fossil springbok are common in the Swartkrans members,
but not all specimens are included here. These fossils have been
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Table 2. Exlanl Antidorcas sexual dimorohism rn the four horn dimensions
measured forthis study. Student's t-tests (comparing male and female values) were
calculated for each regional sample and as a combined regional sample.

Samples n WAHC WBHC APHD
(mm) (mm) (mm)

MLHD
(mm)

25.4
25.6
n.s

z c . o

27.2
n .s

5
3

6
I

8
1 1

1 9

78.3
62.0

<0.001

80.5
60.7

<0.001

75.5
58.2

<0.001

77.8
59.5

<0"001

24.3
27.5
<0.05

37.3 29.8
22.5 18.7

<0_001 <0.001

38.2 30.7
19.7 17.2

<0.001 <0.001

36.8 29.3
|  / . c  t c .  I

<0.001 <0.001

37.4 29.9
19.0 16.4

<0.001 <0.001

22.6
28.3
<0.05

assigned lo A. marsupialis/australis, A. bondi and A.recki,2'3
whereas Plover's Lake specimens have been assigned to the
grazing springbok (4. bondi).'nThepurpose of using such a wide
temporal, geographic and taxonomic range of animals is to
define the limits of variation in modern and fossil samples to
evaluate better the taxonomic assignment of the Bolt's Farm
specimens.

Four measurements were recorded at the proximal border of
the horncores with Mitutoyo digital caltpérs (Fig. 2). Width
across the horncores (WAHC) and width between the horncores
(WBHC) can be taken only when the frontal area of the cranium
is preserved and undamaged. Anteroposterior horncore diame-
ter (APHD) and mediolateral horncore diameter (MLHD) can be
recorded on isolated horncores, provided the proximal horn
base is complete (Fig.2). The four horncore measurements were
statistically compared using the parametric Student's f-test.

Results

Variation in modern springbok horns
In all horncore dimensions, males and females fell into two

discrete clusters which did not overlap (Table2, Fig. 3). Both the
smallest female and male horn metrics derived from the smallest
subspecies (4. m. marsupialis) from South Africa (Fig. 3). In con-
trast with Namibian and Angolan specimens, howeve4 which
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Fig. 3- Extant springbok male and female horncore dimensions according to the
three separate geographic regions. Clusters oT smaller females are clearly differen-
tiated from larger males, with no overlap in anteroposlerior or mediolateral
horncore diameters.springbok crania and horncore diamelers.
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Samples

tr Swartktans

r Sterkfontein

x Plover's Lake

v Modems

. Boft's Farm

n APHD s.d. MLHD s.d.
(mm) (mm)

Bolt's Farm (Cooke data')
Modern springbok
Olduvai Gorge
East Turkana
Combined 'East' sample
Sterkfontein
Plover's Lake
Swartkrans
Combined'South' sample.
'East' vs'South' combined
sample Student's Ëtest P-value

2
42
28
t c

43
6

t l

28.0 17.00
22.8 9.7
30.3 4.5
26.8 4.8
29.6 4.8
30.1 6.9
29.9 0.2
27.1 6.1
29.4 5.9

24.0 12.7
18.2 7.1
22.7 3.5
21.4  2 .8
22.1 3.3
20.9 3.3
25.8 0.9
21.1  4 .1
21.2 3.8

APHD and MLHD both P > 0.05
Not significant

*'South'sample excludes Bolt's Farn

livingmale springboK.lA second cranium (UC 80169) has more
gracile horns and is therefore identified as a female of the same
species. Cooke suggests that the differences between the two
crania represent morphological size variation in sexual dimor-
phism such as is seen in living springbok, suggesting that such
differences were also present in A. recki. However, box-and-
whisker plots show that the Bol/s Farm fossils both clearly fall
outside the range oI A. recki sizevariation. Instead, the two speci-
mens fallwithin the range oïextantA. marsupialis,with UC 80169
placed close to the cluster of adult females and the UC 69521.
located close to adult males (Figs 6 and 7).

Discussion
The sexes of extant adult springbok are significantly dimorphic

in horncore dimensions, whereas extinct springbok do not form
two groups which could be indicative of male and female indi-
viduals. This pattern is evident across the geographic range of
the fossil species represented by 54 fossil horncores. Further-
more, for at least one site, Olduvai, sample size is sufficiently
large (n = 28) to have encompassed both males and females. If
sexual dimorphism was equal to, or gteater than, that in the
extant species, then A. recki wouLd be expected to be illustrated
by female specimens smaller than extant springbok females.
Instead, the horncores of modern springbokfemales are smaller
than those of even the smallest A. recki lossls (Fig. 5).
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Fig. 4. Horncore dimensions of extant male and female springbok compared
with a combined sample representing East African and Soulh Attican Antidorcas
recki.

differed between males and females in only three of the four
horncore measures, South African specimens showed signifi-
cant differences in all four measures (Table 2).

Sexual dimorphism in fossil springbok (4. recki)
Extant springbok showed distinctly non-overlapping clusters

of male and female measurements, whereas the combined East
African andSouth African horncore sample of A. recki fellwitt:in
the corresponding range of extant males and females (Fig. a).
The sample sizes of fossils from East Africa (n : a\ and South
1 rica (n: 11) are sufficiently large to permit comparison of the
means of A. recki specimens between these regions (Table 3).
Combined East African samples (from Olduvai Gorge and East
Turkana) and South African samples (from Sterkfontein,
Swartkrans and Plover's Lake) showed no significant differ-
ences in either anteroposterior or mediolateral horncore dimen-
sions (APHD and MLHD both P > 0.05; Table 3). Standard
deviations and means were compared between fossil and
modern samples. For modern springbok, the means were less
than those reported for almost all fossil samples, but the
standard deviations were greate4 indicating more variability
(Table 3).

Small sample size undoubtedly affects such comparisons, but
for one site, Olduvai, a large sample of 28 horncores revealed the
same pattern of high means and low standard deviations as
observed in the modern springbok specimens. In contrast, fossil
A, recki from SterKontein, Olduvai and East Turkana have
higher means, but also smaller standard deviations, implying
less variability in these measures (Table 3). Some of the smaller
individuals which clustered more closely with extant female
springbok may represent juvenile male A . recki.The Bolt's Farm
data reported by Cookel fall closer to the modern springbok in
terms of both means and also standard deviations (Fig. 5; Table 3).

Bolt's Farm Antidorcas reckii a case of mistaken identity?
The twenty-three Bol/s Farm localities have yielded a series of

dates based on faunal correlations, ranging from 4.5 million
years old to the Pleistocene.l Pit 3 yielded two crude stone tools,
suggesting an early Pleistocene age fior these fauna. Cooke
described two Bolt's Farm fossil crania (held in the University of
California collections) as a male A. recki, because the specimen
(UC 69521) 'resembles in general the corresponding core of the
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Fig,5. Measurements of tossilAtfldorcas reckiho|ncoresfrom South African sites
(including the two Bolt's Farm specimens published by Cooke) compared with
extant springbok males and females.

Tabfe 3. Antidorcas sample sizes and median values of horn dimensions. Bolt's
Farm specimen data taken trom published reports.

Sample:
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Fig. 6. Anteroposterior horncore diameter (APHD) for modern and fossil Antl-
dorcas. Bold lines indicate medians, shaded areas contain 50% of dataset values,
whereas whiskers indicate ranges.

Conclusions
Horncore metrics of living and.extinct springbok diffeq, and

when Bolt's FarmAntidorcas specimens are compared with such
samples, it appears most likely that these fossils represent
male and female fossil versions of the modern springbok,
A. marsupialis, and not the ancestral species, A, recki, as Cooke
averred. Antidorcas recki horncores show less obvious sexual
dimorphism than observed in the modern springbok and this
pattern may assist with identifications of isolated Antidorcas
horncores in other Pleistocene deposits. This re-evaluation also
adds weight to the fossil evidence implying that the modern
{orm of springbok is a southern African endemic species which
appeared around 1.5-1.0 million years ago. Unlike other
mammal species that appear to have became locally extinct in
East Africa but later recolonized this region from southern Africa
(as has been suggested for the wildebeestls and impalal6), the
springbok failed to do so. This may be partly because the spring-
bok was already favouring more arid habitats, and that eastern
Africa offered less suitable, arid habitats over time. Alternatively,
competition from highly successful sympatric gazelle species
may have prevented springbok from recolonizing that region.

This study was funded by Liverpool John Moores University and the Palaeon-

tological Association (U.K.) Sylvester Bradley Award 2002 as part of my doctoral

research. I thank the curators of the National Museums of Kenya (Nairobi), the

Natural History Museum (London), the Powe1l-Cotton Museum (Kent, U.K.), the

University Museum of Zoology (Cambridge, U.K.), the University of the

Witwatersrand (Johannesburg), and the Transvaal Museum (Pretoria) and the

Nasionale Museum, Bloemfontein (Florisbad Research Station) for access to the

fossil and comparative osteological collections. Wendy Voorvelt provided assis-

tance with figures 1 and 2. I also acknowledge two anonymous reviewers for

comments thàt greatly improved this mdnuscript.

Received 24 February 2005. Accepted 25 january 2007.

1. Cooke H.B.S. (1996). Sexual dimorphism in Antidorcas recki fuom Bolt's Farm,
South Africa in the University of California collections. In Palaeoecology and
Palaeoenaironments of Late Cenozoic Mnmmals: tributes to the career of C.S. (Rut'us)
Churcher, eds K.M. Stewart and K.L. Seymouq, pp. 537-553. University of
Toronto Press, Toronto.

2. YrbaE.S. (1973). Two species of AntidorcasSnndevall at Swartkrans (ltlammalia:
Bovidae). Ann. Transa. Mu* 28,287-351.

3. de Ruiter D.J. (2003). Revised faunal lists for Members 1-3 of Swartkrans, South
lJrica. Ann. Transu. Mus.40,2941,.

4. Ansell WEH. (1972). Part 15: Order Artiodactyla. In The Mammals of At'rica: an
identit'ication manual, eds J. Meester and H.W Setzer, pp. 1-93. Smithsonian
Institution Press, Washington, D.C.

5. Robinson TJ. (1979). Influence of a nutritional parameter on the size differences
of the three springbok subspecies. S. At'r. l. Zool. 1,4, 13-1,5.

6. SkinnerJ.D. and Louw G.N. (1996).The Springbok; Antidorcas marsupialts (Zim-
mermann,1780). Trnnsuaal Museum Monograph no. 10, Pretoria.

7. Skinner J.D. and Smithers R.H.N. (1990). The Mammals of the Southern At'rican
Subregion,2nd edn. University of Pretoria, Pretoria.

8. Potts R. and Deino A. (1995). Mid-Pleistocene change in large mammal faunas
of East Africa. Quat. Res. 43,10Ç113.

9. Spencer L.M. (1997). Dietary adaptations of Plio-Pleistocene Bovidae: implica-
tions for hominid habitat use. I. Hum. Euol.32.201,-228.

10. Plummer TW and Bishop L.C. (1994). Hominid paleoecology at Olduvai
Gorge, Tanzania as indicated by antelope remains. /. Hum. EaoL.27,47-75.

11. Nagy K.A. (1994). Seasonal water, energy and food use by freeJiving, arid-
habitat mammals. Aust. l. Zool. 42,55-63.

12. Nagy K.A. and Knight M.H. (1994). Energy, water, and food use by springbok
antelope (Antidorcas marsupialis) in the Kalahari Desert. ./. Mammal TS(4),
860-872.

13. deMenocal,PB.(2004).Africanclimatechangeandfaunalevolutionduringthe
Plio-Pleistocene. Earth P lanet. S ci. Lett. 220,3J4.

14. Thackeray, J.E and Watson, V (1994). A preliminary account of faunal remains
from Plovers Lake . S. eJr. l. Sci. 90,231233.

15. Arctander P, Johansen C. and Coutellec-Vreto M-4. (1999). Phylogeography of
three closely related A{rican bovids (tribe Alcelaphini). MoL BioI. Euol. 16,
1724-1739. _--r

16. Nersting L.G. and Arctander P (2001). Phylogeography and conservatio,n'ôf--'.
impala and greater kudu. Mol. Ecol._10(3),71.1,-719.

l -T
iî î  I

t.t#
ffit
_i_

1 0

^ ? 6

cË
6 " ^
6 " "
Ê
6 ^ -
at ZJ
T

u
tr
â 2 A

c

E
o
f t  t J
3
E
E t c

l_
IJ-I-
Liffi
#t
_l_

4 2 5 4 1

A. mersupialis A. recki UC t9521

1

uc 801ô9

1 1

uc 69521 UC 80109

n :  4 2  5 4

A. marsupialis A. recki

Springbok samples

Fig.7. Mediolateral horncore diameters (MLHD) for modern and fossil Antidorcas.
Bold lines indicate medians, shaded areas contain 50% of dalaset values. whereas
whiskers indicate ranges.

This study suggests that morphological variation in fossil
samples is low, possibly indicating that the East and South Afri-
can fossils span similar temporal periods. It also strongly implies
similarities in the degree of sexual dimorphism, and dietary and
habitat preferences across the geographic range of ancestral
spdngbok.

The two Bol/s Farm specimens do, howeveq, exhibit large size
variation, which Cooke attributes to sexual dimorphism in
A. recki,btttthere are alternative explanations for this evidence. It
may be that the smaller specimen represents a juvenile male
A. reckiralher than a female/ or possibly that these animals do not
represent A, recki at all. Instead, the two specimens cluster well
with extant A. marsupialis (Figs 5-7) and so they may actually
represent early fossil examples of the modern form. Although
the dating for Bolt's Farm is uncertain, it may be contemporane-
ous with Swartkrans Member 1, a site where Antidorcas marsu-
a i a I is is identif ied.zr


