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It has long been argued that modern human mothers give birth to
proportionately larger babies than apes do. Data presented here
from human and chimpanzee infant:mother dyads confirm this
assertion: humans give birth to infants approximately 6% of their
body mass, compared with approximately 3% for chimpanzees,
even though the female body weights of the two species are
moderately convergent. Carrying a relatively large infant both pre-
and postnatally has important ramifications for birthing strate-
gies, social systems, energetics, and locomotion. However, it is not
clear when the shift to birthing large infants occurred over the
course of human evolution. Here, known and often conserved
relationships between adult brain mass, neonatal brain mass, and
neonatal body mass in anthropoids are used to estimate birth-
weights of extinct hominid taxa. These estimates are resampled
with direct measurements of fossil postcrania from female hom-
inids, and also compared with estimates of female body mass to
assess when human-like infant:mother mass ratios (IMMRs)
evolved. The results of this study suggest that 4.4-Myr-old Ardipi-
thecus possessed IMMRs similar to those found in African apes,
indicating that a low IMMR is the primitive condition in hominids.
Australopithecus females, in contrast, had significantly heavier
infants compared with dimensions of the femoral head (n = 7)
and ankle (n = 7) than what is found in chimpanzees, and are
estimated to have birthed neonates more than 5% of their body
mass. Carrying such proportionately large infants may have lim-
ited arboreality in Australopithecus females and may have se-
lected for alloparenting behavior earlier in human evolution
than previously thought.
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uman mothers give birth to relatively large neonates (1-5).

In catarrhine primates, there is a strong allometric re-
lationship between the mass of the mother and the mass of an
infant, with a R? of 0.98 and slope of 0.69 (6) (Fig. S1). From
this linear regression, it is expected that humans should give birth
to infants that are 2 to 2.2 kg (2, 7). However, humans are ex-
ceptional, and have newborns weighing 50% more than expected,
averaging more than 3 kg (Table S1). Birthing larger infants not
only causes obstetric difficulties, but also introduces the energetic
and biomechanical challenge of transporting a relatively large,
helpless newborn. This is particularly the case for pretechnological,
upright walking hominids, some of which had reduced pedal grasp-
ing abilities. Thus, it has generally been argued that many of the
uniquely human life history features, such as birthing large helpless
infants, extended juvenile period, extended lifespan, and shorter
interbirth interval may have emerged with the more technologically
adept Homo erectus (4, 5, 8).

Previous work has shown that there is a strong allometric re-
lationship (R* = 0.97; m = 0.73) between the size of the brain as
an adult and the size of the brain at birth in catarrhine primates
(9). This relationship has been used to predict the size of the
brain at birth in extinct hominid species, a model that has since
been independently supported with fossil evidence (10, 11)
(Table S2). Neonatal brain mass estimates can in turn be used to
generate estimates of neonatal body mass (NBM) because of the
isometric relationship between brain and body mass at birth
across anthropoids (R? = 0.92; m = 0.94) (6). In fact, it has been
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argued that neonatal primates are all born with 12% of their body
mass consisting of brain tissue (2, 12, 13). However, this 12%
“rule” does not apply to apes. At birth, apes possess a brain that is
10% of body mass whereas a newborn human’s brain is on average
12.3% of body mass (Table S3). Given that brain mass at birth can
be estimated from adult cranial capacities in fossil hominids (9),
NBM estimates for extinct hominid taxa can then be calculated by
using an ape model (10%) or a human model (12.3%).

This study calculates a range of NBMs in extinct hominid taxa
and presents these data relative to direct measures of femoral
head diameter (FHD) and the width of the ankle joint in female
Australopithecus specimens (Table S4). To avoid the inherent
error of predictions by regression, these ratios are compared with
resampled distributions of chimpanzee NBMs (n = 50) with both
female FHD (n = 46) and tibial dimensions (n = 20) as explained
in Materials and Methods. Calculated NBMs are also compared
with the estimated body mass of adult female hominids (14-16).
Infant:mother mass ratios (IMMRS) are calculated by using av-
erage female and neonatal masses from human populations
spanning the globe (n = 18). Additionally, and more importantly,
extinct hominid IMMRs are compared with data from actual in-
fant:mother dyads for chimpanzees (n = 47) and modern humans
(n = 2,607) rather than solely from population means.

In this study, two hypotheses are tested. The first is a more
rigorous test of the long-held hypothesis that humans birth
proportionately heavier infants than chimpanzees do, and that
the chimpanzee condition is the primitive one for hominids. The
second hypothesis tested is that Australopithecus possessed
a primitive, chimpanzee-like IMMR.

Results and Discussion

Chimpanzees give birth to infants that are 3.3% the mass of the
mother [95% confidence interval (CI), 3.0-3.5%; Table 1]. These
data from the Yerkes National Primate Research Center (YNPRGC;
Atlanta, GA) are consistent with two other chimpanzee populations
(Table S1), although more reliable given that the YNPRC data
sample actual infant:mother dyads rather than comparing popula-
tion averages. Infant:mother dyad data are not available for gorillas,
although a sample of infant masses (n = 107) (17) compared with
mean female body mass in captivity (18) yields an IMMR of 2.7%
(95% CI. 2.6-2.8%; Table 1). This lower IMMR in gorillas is ex-
pected given that NBM scales with negative allometry (Fig. S1).
A large sample (N = 2,607) of modern human infant:mother
dyads from the Cebu (Philippines) Longitudinal Health and
Nutrition Survey yields an IMMR of 6.1% (95% CI, 6.05-6.13%;
Table 1). Data from 18 human populations for which both infant
and mother’s mass averages and SDs are available (total, N =
11,317) demonstrate that humans have infants that are 5.7% of
female body mass, with populations ranging from a low of 4.8% to
a high of 6.5% (Table S1). There is no overlap between the 95%
CIs of any modern human population and those of the great apes.
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Table 1. IMMRs in modern apes and humans

Species n Mean IMMR, % (95% CI) Source

Gorilla gorilla* 107 2.7 (2.6-2.8) 17, 18

Pan troglodytes 47 3.3 (3.0-3.5) YNPRC

H. sapiens 2,607 6.1 (6.1-6.1) Cebu Longitudinal Health

and Nutrition Survey

*Unlike the chimpanzee and human data, the gorilla data are not derived from actual infant:mother dyads and

may not be as reliable.

This result is consistent with previous studies suggesting that
humans birth exceptionally heavy neonates (1, 2, 5). Occasional
reports that humans and chimpanzees have more equivalent
IMMRs (e.g., ref. 19) are based on mixed datasets in which
masses of neonatal chimpanzees birthed in captivity are combined
with small body mass estimates of female chimpanzees in the wild.

NBM in Extinct Hominids. Ardipithecus ramidus, a 4.4 Myr hominid,
is best represented by the female partial skeleton ARA-VP-6/500
(20). Application of an ape growth model yields a 1.3-kg infant,
whereas a human model predicts a 1.0-kg infant. Compared di-
rectly with a range of possible FHDs estimated from the ace-
tabulum of ARA-VP-6/500 (equation in ref. 16 using acetabulum
values reported in ref. 21), the NBM"*/FHD ratio in Ardipithe-
cus is in the chimpanzee range (Fig. 14). However, the range of
values for both the cranial capacity and the acetabulum of ARA-
VP-6/500 yields a ratio with possible values so large as to render
this comparison uninformative (Fig. 14). However, the dimen-
sions of a complete talus (ARA-VP-6/500-023) result in an
NBM'"?/ankle width ratio in the low end of the chimpanzee
range (Fig. 1B). Using the body mass estimate for ARA-VP-6/
500 of 50 kg (24), Ardipithecus would have birthed infants that
were 2.1% to 3.2% of the mother’s body mass, within the range
of modern African apes (Table 2 and Fig. 2). These data support
the hypothesis that a low IMMR is the primitive condition for
the African hominids.

Data for Australopithecus, however, do not support the hy-
pothesis of an apelike IMMR in hominids by the late Pliocene.
Based on 12 adult crania (Table S5), the neonatal brain mass
estimate is 170 g, and the NBM is estimated to be approximately
1.7 kg by using an ape model of brain development (Table 2).

This ape model is likely to be correct for Australopithecus given
the evidence that a more human-like pattern of prenatal brain
growth may not have been achieved until H. erectus (9, 27) or
even later (28). Furthermore, the large neonatal brain in humans
is supported in part by increased levels of infant body fat,
thought to be related to a high quality diet not adopted by
hominids until the genus Homo (29). Compared directly with the
FHD of presumed female specimens from Ethiopia (Austral-
opithecus afarensis) and South Africa (Australopithecus africanus;
Table S4), Australopithecus infants are proportionately large
compared with chimpanzee values (Fig. 14). In fact, only 0.8%
of the resampled chimpanzee values exceeded the average ratio
in Australopithecus, and only the very lowest neonatal body size
estimates for Australopithecus yielded NBM"?/FHD ratios that
could be sampled from a population of modern chimpanzees.
Even then, only 16.9% of the 5,000 resampled combinations
yielded such values. Only if an intermediate model (i.e., an av-
erage of human and chimpanzee brain development) is used
does the ratio in Australopithecus become more chimpanzee-like.
Even under these unlikely conditions of prenatal brain growth,
the possibility of sampling the Australopithecus NBM'3/FHD
average from a chimpanzee population is still only 12.7%. The
femoral head of Australopithecus, however, may be small because
of the exceptionally long lever arm of the hip abductors and the
resulting small joint reaction force at the hip (30). Therefore,
another weight-bearing joint, the ankle, was examined.
Compared with the mediolateral width of the ankle joint (tibia
or talus), Australopithecus newborns were quite heavy (Fig. 1B).
The average NBM"?/ankle width ratio in Australopithecus can be
sampled from a chimpanzee population only 0.1% of the time,
and only 3.3% of the time even when the smallest NBM esti-
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Fig. 1. NBM™ was resampled with replacement and divided by resampled FHDs (A) or tibial plafond widths (B) of female chimpanzees 5,000 times to obtain

a distribution of NBM"3/postcranial dimension means. These data were compared with extinct hominid estimates of NBM'2 divided by direct measurements
of the FHD or the acetabulum (A) using an ape model. Australopithecus had significantly larger NBM"3/FHD than modern chimpanzees. Ardipithecus has
small chimpanzee-like values although the large range of cranial capacity (dark line) and femoral head (dotted line) estimates renders this comparison
uninformative. The difference between Australopithecus and chimpanzees is even more extreme in the ankle joint (B), and in this case the Ardipithecus value
(from the talus) is more secure and falls within the chimpanzee distribution. In each figure, the dark line is the average, with the shaded box illustrating the
95% CI for the estimate of NBM'? divided by the femoral head (A) or the ankle width (B). Recently, data from an undescribed skull and postcrania (two
femora, a tibia and talus) from A. afarensis were published (22, 23). Incorporation of these data into this study would barely alter the likelihood of sampling
the Australopithecus ratio from a chimpanzee data set from 0.8% to 1.5% for the femoral head and from 0.1% to 0.02% for the ankle joint. However, these
results should be considered preliminary until full descriptions of these new fossils are published.
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poral, although not necessarily taxonomic, units. Estimates of
female body mass have been recently revised to 46 kg based on
early Pleistocene postcrania tentatively assigned to H. erectus
(16). Crania from this time period yield an NBM estimate of 2.5
kg and an IMMR of approximately 5.5%. Of particular interest to
the question of IMMR in H. erectus is the female pelvis BSN49/
P27 from Gona, Ethiopia (10), which is remarkable in its small
size, estimated to be from a female of only 33.2 kg (16). Homo
erectus neonates from the same geological age (900 Kyr to 1.4
Myr) are predicted to have had a cranial capacity of 287.4 cc
(Table S2). This neonatal brain estimate suggests an NBM of 2.3
kg, and a 6.7% to 7.0% IMMR using a human model. An ape
model yields a highly unlikely 2.8-kg infant and an IMMR in ex-
cess of 8%. If the Gona pelvis is from H. erectus, then this species
was at least occasionally birthing relatively heavy infants on the
high end of the modern human IMMR range. Alternatively, the
Gona pelvis may not be from H. erectus, and may instead be from
P. boisei (16). If so, calculations of neonatal brain volume in P.
boisei of 186 cc (Table 2) together with a birth canal that could
accommodate an approximately 300-cc brain (10), suggests that
birth would have been a relatively easy process in paranthropines.
The Gona pelvis thus presents two equally interesting, but ex-
clusive, possibilities: either the Gona pelvis provides evidence
that H. erectus was at least occasionally birthing proportionately
heavy infants with an IMMR on the high end of the modern
human range, or P. boisei has a relatively voluminous birth canal
that allowed for an easy birth process. Whichever scenario proves
to be correct, the data presented here suggest that H. erectus
possessed a high IMMR. Hominids continued to birth propor-
tionately large infants through the middle Pleistocene to Homo
sapiens (Table 2 and Fig. 2).

The hypothesis that Australopithecus had a chimpanzee-like
IMMR is not supported by the data presented in this study. By 3.2
Myr and perhaps earlier, females of the genus Australopithecus
were giving birth to relatively large infants, approximately 5% to
6% of their own body mass, indicative perhaps of a grade shift
from an Ardipithecus-like ancestor (Fig. S1). The findings of this
study are supported both by comparing NBM estimates to female
body mass estimates, and by comparing them directly to measures
of female Australopithecus postcrania. Importantly, even the very
lowest estimates of the IMMR for Australopithecus (4.0%), cal-
culated by using the lowest NBM estimates and a modern human
brain development model, fall outside the 95% CI for modern
apes. To further test the validity of the methods used in this study,
chimpanzee NBMs were “calculated” from adult chimpanzee
cranial capacities, instead of using chimpanzee newborn masses
directly. This was done to mimic the procedure being used to
calculate Australopithecus NBM from adult cranial capacity.
These estimates of body mass were resampled with chimpanzee
femoral head and ankle dimensions and the results mirror those
illustrated in Fig. 1 (Fig. S2).

An important caveat is that hominid body masses are based
not only on a small number of often taxonomically ambiguous
fossil specimens, but also contain large Cls (14-16). However,
body mass estimates of female hominids would have to have
been grossly and systematically underestimated from Austral-
opithecus right through to late Pleistocene H. sapiens for the
ratios calculated in this study to be more chimpanzee-like than
human-like. Additionally, these results are corroborated by di-
rect comparisons made on the postcranial skeletons of Austral-
opithecus, which showed significantly larger [NBM]I/S/FHD and
[NBM]"?/tibial plafond width ratios than the resampled range
calculated for modern chimpanzees.

The surprising finding that Pliocene hominids were birthing
proportionately heavy infants can be explained by two funda-
mental differences between Australopithecus and modern chim-
panzees. First, Australopithecus had both relatively and absolutely
larger brains than modern chimpanzees (Table S6). Because of
the slightly larger adult brains of Australopithecus, these hominids
would have had infants with larger brains than the infants of
chimpanzees given the strong correlation between neonatal and
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adult brain mass (9), and therefore slightly larger bodies as de-
monstrated in this study. Second, Australopithecus females were
smaller than female chimpanzees. Australopithecus females are
estimated to have been between 29 and 33 kg (14, 15), below the
34 to 46 kg range reported for wild female chimpanzees (34) and
the 44 to 61 kg range of captive female chimpanzees (18) (Table
S1). Direct comparisons of adult cranial capacity to femoral head
and ankle dimensions reveal significant differences between fe-
male chimpanzees and Australopithecus (Fig. S2). These two known
differences between Australopithecus and modern chimpanzees
result in a significant IMMR difference that aligns the Austral-
opithecus more with the modern human condition than with the
African ape condition. Only later, in the genus Homo, did both
brain size and body size increase. However, because these occurred
more or less concurrently, the IMMR remained unchanged (Table
2 and Fig. 2).

Implications for Large Neonates in Human Evolution. These findings
have several important implications for reconstructing early
hominid locomotion, social systems, obstetrics, and energetics.
First, chimpanzees are skilled and frequent tree climbers. The
females have little difficulty ascending a vertical substrate even
while carrying an infant because of the relatively small size of the
infant, and because of the grasping halluces keeping both the
infant attached to the mother and the mother to the tree (Fig. S3).
The postcranial anatomy of A. afarensis and A. africanus is largely
inconsistent with frequent and skilled tree climbing (e.g., refs. 35—
37), although these hominids may have occasionally taken refuge
in trees and there may be more locomotor diversity in the genus.
The results of this study suggest that females of these two Aus-
tralopithecus species were transporting proportionately large
infants, a situation that would have rendered arboreality a more
dangerous activity. This is further exacerbated by the absence of
a grasping toe in A. afarensis (38, 39), the elimination of dorsal
riding as an option for infant hominids (40), and the possibility
that body hair was thinning by 3.3 Myr ago (41). With a limited
capacity to grasp, Australopithecus infants may have been parked
(42) or actively carried by their bipedal mothers, at times leaving
these females with only a single arm free for climbing.

Carrying infants without technological assistance is energeti-
cally expensive for humans (43, 44) and nonhuman primates
alike (45). Carrying an infant, without the help of a sling, has
been found to increase energetic costs during locomotion in
human females by 16% (43), and thus the costs of carrying an
infant may have also reduced the amount of traveling done by
female Australopithecus (46). In addition to infant carrying
postnatally, having a proportionately large infant would have
resulted in carrying costs during pregnancy itself, and anatomical
changes in the lumbar spine of modern human females and of
female A. africanus may reflect this (47). These data also suggest
that Australopithecus females were birthing infants that were
near the pelvic outlet capacity, as inferred from reconstructions
of the A.L. 288-1 Lucy pelvis (48). The hominid NBMs calcu-
lated in this study are larger than some previous estimates (49),
but smaller than others (7), making the results presented here
generally consistent with data used to characterize birth in
hominids. Mediolaterally broad outlets in hominid pelves (10,
48) indicate that the modern mechanism of rotational birth may
have evolved quite recently (50, 51). However, given such con-
gruence between neonatal head and body size, and pelvic pro-
portions in Australopithecus, birth may still have been
a challenging physiological event (3, 48), perhaps requiring the
assistance of helpers (52), especially if shoulder rotation during
asynclitic birth occasionally caused occiput anterior orientation
of the newborn head (53).

The data presented in this study help reconstruct Austral-
opithecus as a primarily ground-dwelling hominid whose strik-
ingly small females carried proportionately large infants. If
additional fossil specimens of Ardipithecus confirm a relatively
large female (~40-50 kg), the body size dimorphism present in
Australopithecus may be the result of female body mass re-
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duction, rather than an increase in male body mass. Small body
mass in females may have had important consequences for the
social structure of Australopithecus.

By applying Australopithecus brain mass (n = 12) to the equa-
tion provided by Garwicz et al. (54), it can be inferred that Aus-
tralopithecus babies would have been relatively immobile and
unable to walk on their own for the first 6 to 7 mo of their lives. The
NBM predicted in this study may serve as a proxy for overall rel-
ative body size in the first year of life given that, by 1y, chim-
panzees still weigh only 8.6% the mass of the mother (n = 9;
infant:mother dyads from YNPRC), whereas human babies are
approximately 14% of the mother’s mass (55). During this first
year, a female Australopithecus would have faced the challenge of
obtaining nutrients to sustain herself and to breast-feed a growing
infant, and would have benefited from the help of pair-bonded
males (56-58), older children or siblings (59), or a combination of
all these (60). If having proportionately large infants led to allo-
parenting or an increase in male parental care in Australopithecus,
it would be in stark contrast to behavior exhibited by female apes
who rarely will share their infants with other members of the group
during the first several months following birth (reviewed in ref. 60).
The contribution of grandmothers would probably have been
negligible in Australopithecus given the likelihood of female trans-
fer and evidence that extended lifespans did not evolve until H.
erectus (61) or even later in Pleistocene H. sapiens (62). There are
comparative data to support the connection between a large
IMMR and increased male parental care and/or alloparenting. It
has been shown in primates, for instance, that birthing of relatively
large neonates is correlated with shared postpartum care (63).
However, this study focused on primates with male transfer, and
the relationship between IMMR and alloparenting is not sup-
ported when phylogenetic controls are used (64). Yet, compara-
tive data from carnivores indicate that taxa that produce larger
litters engage in more cooperative care of the pups (60; using data
from ref. 65). Increased parental care is also correlated with litter
size in some rodents (66) and clutch size in some species of fish
(67) and birds (68). Allomothering in primates allows for fast
postnatal growth, a reduced weaning age, and therefore a reduced
interbirth interval (64, 69), life history features that distinguish
humans from the other great apes. The data presented in this study
therefore suggest that the increased levels of shared infant care
critical to infant survival in modern humans could have its roots in
the genus Australopithecus, rather than our own genus Homo.

Conclusion

Although many life history changes first appear in the genus
Homo, human-like patterns of infant:mother mass first evolved
in the Pliocene genus Australopithecus. These surprising results
help reconstruct the paleobiology of Australopithecus as a pri-
marily terrestrial hominid perhaps with more shared parental
care than what is found in modern great apes.

Materials and Methods

Data from 415 chimpanzee births were obtained from the YNPRC. Forty-
seven of these included mass data for both the infant (within 2 wk of birth)
and mother. The average chimpanzee neonatal mass (1,733 g) is near the
value found in other studies (17, 18, 70). Although adult female wild
chimpanzees are not as heavy as those reported in this study (34), immature
wild chimpanzees are also smaller than laboratory-born chimpanzees of
a similar developmental age (71), consistent with findings that birth weight
is correlated with mother’s mass in humans (72) and nonhuman primates
(73). Mixed datasets obtained from different sources should be avoided
when calculating the IMMR, and thus until neonatal birthweights of wild
chimpanzees are known, these captive data are a reasonable alternative.
Human neonatal and adult female masses were obtained from the literature
(Table S1) and used to calculate the IMMR. Data on specific infant:mother
dyads (N = 2,607) were obtained from the Cebu Longitudinal Health and
Nutrition Survey (http:/www.cpc.unc.edu/projects/cebu).

Adult hominid cranial capacities (n = 61) from literature sources (Table S5)
were used to calculate neonatal cranial capacities using the following re-
gression equation:
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log (neonatal brain volume) = 0.7246 x log(adult brain volume) + 0.3146  [1]

Ranges of neonatal brain size were calculated from the 95% ClI of this re-
gression equation (9). These cranial capacities were converted to masses using
conversions from Ruff et al. (25) and Hofman (26), which, together with the
95% Cl, generated a range of likely neonatal brain masses (Table 2). NBMs
were calculated using an ape model (brain 10% of body mass at birth), a hu-
man model (brain 12.3% of body mass at birth), and an intermediate model
(average of human and chimpanzee models). These brain:body percentages
were calculated using data from YNPRC and published sources (Table S3).
IMMRs were calculated for extinct hominid species by dividing the range of
NBMs by estimates of female body mass by using data from the literature on
hominid adult female body masses (14-16, 74). Because of the population-
level differences in modern humans (Table S1), effort was made to examine
specific fossil assemblages (Dmanisi, Atapuerca, Skhul-Qafzeh), although
these sites may still be sampling from a large time frame. Species for which
only single cranial capacities are available (e.g., Australopithecus sediba) were
not included in this analysis, with the exception of Ar. ramidus. The entire
range of IMMRSs, using a chimpanzee model and a human model, was calcu-
lated for each fossil taxon and reported in Table 2 and Fig. 2. Because there is
great uncertainty in calculating female body masses of extinct hominids, NBM
estimates were also compared with direct measurements of postcrania in
chimpanzees and in Australopithecus by using resampling statistics.

Resampling statistics have been used in a variety of paleoanthropological
studies to best handle the inherent problem of small sample sizes in the fossil
record (e.g., refs. 9, 62, 75). A. afarensis and A. africanus have statistically
indistinguishable adult cranial capacities (Table 2; Table S6) and nearly
identical postcranial dimensions (Table S4), and were thus treated collec-
tively. Twelve Australopithecus crania (Table S5) were used to calculate NBM
estimates as previously described. These were compared directly with post-
cranial fossils (Table S4) at the University of Witwatersrand and the Trans-
vaal Museum (A. africanus) and casts of A. afarensis at the Cleveland
Museum of Natural History and Harvard Peabody Museum. The FHD was
measured as the maximum superoinferior or anteroposterior dimension of
the head. The tibial plafond width was measured as the mediolateral di-
mension of the talar facet at the midpoint of the joint, and similarly the
mediolateral width of the midpoint of the talar trochlea was measured.
Acetabulum dimensions were converted to FHDs by using the equation in
the publication of Ruff (16). Fossil tali were converted to tibial dimensions by
using an reduced major axis regression generated from 79 associated human
tibiae and tali measured for another study (76) (y = 0.9887 x +0.7606). The
mediolateral width is a reasonably proxy for body size because size stan-
dardized values of this measurement are not phylogenetically or functionally
informative in humans or apes (76). The smaller half of the Australopithecus
femoral sample was assumed to be female. In two samples of modern human
femora of known sex but from different populations, the smallest 93.3% (n =
28 of 30) were female, and 89% of the smaller halves of the tibia were from
the female. The mean FHD of the presumed females (n = 7) was divided into
the cube root of the Australopithecus NBM estimates generated as described
earlier. The same approach was used for the ankle joint, although the
smallest 58% was used to be sure that half of the specimens from Hadar were
included as female (Table S4).

Chimpanzee NBMs were obtained from the YNPRC (n = 50), and the cube
root was taken of each. FHD was taken on adult female chimpanzees (n =
46) at the Cleveland Museum of Natural History, American Museum of
Natural History, and Harvard Museum of Comparative Zoology; mediolateral
width of the tibial plafond was taken on adult female chimpanzees (n = 20)
from those same skeletal collections. Resampled distributions were calcu-
lated in the following manner: 12 NBM"* were resampled with replacement
and the mean calculated. Seven chimpanzee FHDs were randomly resampled
with replacement and a mean was calculated. These two means were used
to calculate a single NBM"3/FHD number. This process was then repeated
5,000 times and a distribution of chimpanzee NBM'3/FHD means was com-
piled (Fig. 1A). The mean NBM'3/FHD for Australopithecus (ranges de-
termined by 95% Cl of neonatal body mass) was then directly compared
with address the likelihood of sampling an Australopithecus-like mean from
the range of chimpanzee mean values. The same process was repeated using
the tibial plafond width (n = 7) rather than the FHD (Fig. 1B).
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Fig. S1. In catarrhine primates, there is a strong allometric relationship between the mass of the mother and the mass of the infant (n = 51, R? = 0.96 using
reduced major axis regression). However, neonatal body mass scales with negative allometry (m = 0.70), resulting in larger primates having proportionately
smaller infants and smaller primates having proportionately larger infants. The IMMR is thus quite high in small primates. Here it can be seen that the high
IMMR in Australopithecus is not solely an allometric effect of small female body mass. Instead, Australopithecus infants are larger than expected given the
estimated female body mass and thus represents a grade shift in the human lineage. This trend continues in Paranthropus and into the genus Homo. H. erectus
and late Pleistocene populations (Atapuerca and Skhul-Qafzeh) fall near or within the regression line drawn through modern human populations (n = 24; R? =

0.70; m = 0.68).
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Fig. S2. To test the reliability of the methods used in this study, chimpanzee neonatal body masses were calculated from adult cranial capacity in the same
manner that Australopithecus infant masses were calculated. Adult cranial capacities (n = 114) were converted to neonatal cranial capacities using the re-
gression found in DeSilva and Lesnik (1) and used throughout this study. The resulting estimated neonatal brain mass of 151.8 + 10.9 g is almost identical to the
152.8 + 16.6 g measured from actual chimpanzee infants (n = 20; Table S3). Using the chimpanzee ratio of 10% of body mass comprised of brain tissue at birth,
infants are estimated to have been 1,518.4 + 109.6 g, slightly smaller than the 1,766.0 + 369.1 g (n = 68) reported in this study. This suggests that this method of
estimating Australopithecus infant mass is conservative and, if anything, underestimates the mass of neonatal hominids. These calculated chimpanzee infant
masses were then resampled with FHDs (A) and tibial width measurements (B) 5,000 times to generate a distribution of likely values. Australopithecus is quite
unlike chimpanzees, possessing estimated neonatal body masses significantly larger relative to lower limb dimensions. Even the very smallest estimates of
neonatal body mass in Australopithecus can be sampled from a chimpanzee distribution only 0.2% (femoral head) or 0.04% (tibial plafond) of the time. The
assertion in this study that Australopithecus was birthing proportionately larger infants than what is currently found in African apes is a function of two
differences between these taxa: (/) Australopithecus has a larger cranial capacity and (/i) Female Australopithecus were smaller than female chimpanzees. In C
and D, these parameters are compared directly, without the use of regression analysis. To generate this distribution, 12 chimpanzee cranial capacities were
randomly selected from a larger pool (n = 114), and the cube root of the average calculated. This value was divided by both the average of seven randomly
chosen FHDs and seven randomly selected tibial plafond widths. These numbers were chosen to mimic the available fossil material for Australopithecus. This
process was repeated 5,000 times to generate the range of distributions in C and D. The average value for Australopithecus is shown as a dark black line, with
the 95% Cl shown as the shaded box. The minimum and maximum potential values for all Australopithecus are indicated with the whiskers. These data show
that even the very smallest Australopithecus cranium combined with the very biggest lower limb dimensions from a likely female would still be barely sampled
in a chimpanzee population.

1. DeSilva JM, Lesnik JJ (2008) Brain size at birth throughout human evolution: A new method for estimating neonatal brain size in hominins. J Hum Evol 55:1064-1074.
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Fig. S3. A female chimpanzee of the Ngogo community in Kibale National Park, Uganda, vertically climbs with her infant. Both the grasping toe of the infant,
and the small IMMR, permit female African apes to climb with limited risk. Australopithecus females, in contrast, had a high IMMR and lacked the grasping
hallux, suggesting that they remained mostly terrestrial. These data also suggest increased alloparenting and/or shared parental care in Australopithecus,
a behavior rarely observed in the African apes. Photo courtesy of K. Langergraber.
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Table S1. IMMRs in chimpanzee and human populations
Mean female Mean birth Mean IMMR,
Population body mass + SD, kg weight + SD, g n % (95% ClI) Source
Chimpanzee
Yerkes 54.6 + 10.6 1733.0 + 319.1 47 3.3 (3.0-3.5) Present study
‘ Holloman AFB 61.0 +7.0 2120.0 + 610.0 9 3.5 (3.2-3.8) 1
" Sanwa and Kyoto PRI 439 + 3.3 1630.0 + 384.0 12 3.7 (3.5-4.0) 2,3
‘ Chimpanzee weighted average 53.6 + 8.5 1766.0 + 369.1 68 3.3 (3.3-3.3)
" Human
Indian New Delhi 59.5 + 13.1 2844.0 + 419.7 1,014 4.8 (4.7-4.9) 4
a Guatamala INTCS 60.5 + 10.6 3030.0 + 500.0 215 5.0 (4.9-5.2) 4
Brazil Pelotas 61.4 + 134 3250.0 + 510.0 969 5.3 (5.2-5.4) 4
Peru Lowland 62.7 + 7.2 3334.0 + 469.6 4,787 5.3 (5.3-5.4) 5
Dutch 62.5 + 8.1 3458.0 + 527.0 57 5.5 (5.3-5.8) 6
American 60.9 + 16.7 3364.0 + 531.3 51 5.5 (5.0-6.0) 7
South Africa 54.8 + 10.2 3055.0 + 516.0 319 5.6 (5.4-5.7) 4
Peru Highland 54.6 + 6.8 3093.0 + 457.6 73 5.7 (5.4-5.9) 8
Gambian | 514+ 64 2980.0 + 320.0 52 5.8 (5.5-6.1) 6
Gambian |l 52.0 + 5.7 3020.0 + 400.0 21 5.8 (5.4-6.2) 9
Swedish 61.0 +9.9 3560.0 + 443.0 22 5.8 (5.3-6.3) 10
Scottish 573 +75 3370.0 + 404.0 88 5.9 (5.7-6.1) 6
Egyptian 56.1 + 2.5 3300.0 + 430.0 170 5.9 (5.8-6.0) 11, 12
Turkish 57.1 + 84 3354.0 + 518.0 1,305 5.9 (5.8-5.9) 13
Filipino I* 50.5 + 7.1 3014.0 + 417.0 1,971 6.0 (5.9-6.0) 14
Filipino CLHNS* 504 + 7.0 3027.0 + 470.0 2,607 6.1 (6.1-6.1) Present study
English 61.7 + 8.8 3770.0 + 580.0 12 6.1 (5.4-6.8) 15
Thai 476 £ 5.7 2980.0 + 350.0 44 6.3 (6.0-6.6) 6
Filipino Il 444 + 5.9 2885.0 + 395.0 51 6.5 (6.2-6.8) 6
Human weighted average 57.1 + 8.3 3111.3 + 461.4 11,317 5.7 (5.7-5.7) —
*Data derived from the same population and only the more current data (CLHNS) are included in the calculated averages.
1. Smith AH, Butler TM, Pace N (1975) Weight growth of colony-reared chimpanzees. Folia Primatol (Basel) 24:29-59.
2. Hamada Y, Udono T (2002) Longitudinal analysis of length growth in the chimpanzee (Pan troglodytes). Am J Phys Anthropol 118:268-284.
3. Hamada Y, Udono T, Teramoto M, Hayasaka | (2004) Body, head, and facial growth: comparison between macaques (Macaca fuscata) and chimpanzee (Pan troglodytes) based on
somatometry. Ann Anat 186:451-461.
4. Adair LS, et al. (2009) Size at birth, weight gain in infancy and childhood, and adult blood pressure in 5 low- and middle-income-country cohorts: When does weight gain matter? Am
J Clin Nutr 89:1383-1392.
‘ 5. Frisancho AR, Klayman JE, Matos J (1977) Newborn body composition and its relationship to linear growth. Am J Clin Nutr 30:704-711.
’1 6. Durnin JV (1987) Energy requirements of pregnancy: An integration of the longitudinal data from the five-country study. Lancet 2:1131-1133.
™ . 7. Cronk CE, Kurtz AB, Rosenthal E (1986) Relationship of fetal ultrasound measurements to postnatal anthropometric variables and maternal measurements. Hum Biol 58:43-59.
8
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. McClung J (1969) Effects of High Altitude on Human Birth. Observations on Mothers, Placentas, and the Newborn in Two Peruvian Populations (Harvard University Press, Cambridge,

MA).

. Poppitt SD, Prentice AM, Jéquier E, Schutz Y, Whitehead RG (1993) Evidence of energy sparing in Gambian women during pregnancy: A longitudinal study using whole-body

calorimetry. Am J Clin Nutr 57:353-364.

. Forsum E, Sadurskis A, Wager J (1988) Resting metabolic rate and body composition of healthy Swedish women during pregnancy. Am J Clin Nutr 47:942-947.

. Afifi ZE (1985) Determinants of growth of infants in an Egyptian village: Maternal anthropometry, birth interval, solid food and death of siblings. Hum Biol 57:649-658.
. Afifi ZE (1985) Principle components analysis of growth of Nahya infants: Size, velocity and two physique factors. Hum Biol 57:659-669.

. Neyzi O, et al. (1987) Relationships between some maternal factors and pregnancy outcome. Hum Biol 59:387-398.

. Adair LS, Popkin BM (1988) Birth weight, maturity and proportionality in Filipino infants. Hum Biol 60:319-339.

. Goldberg GR, et al. (1993) Longitudinal assessment of energy expenditure in pregnancy by the doubly labeled water method. Am J Clin Nutr 57:494-505.
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Table S2. Comparison of predicted neonatal cranial capacity to estimates from fossil evidence in Homo erectus and Neandertals

Mean predicted Mean estimated

Mean adult neonatal brain + neonatal brain,
Species No. Specimens brain + SD, cc Sources SD, cc (95% CI)* cc (from fossils) Source
H. erectus 13 OH 9, 12; BOU-VP-2/66, UA 31, 910.7 + 104.3 1-5 287.4 + 24.0 ~300-315 6
(0.9-1.4 Myr) Sangiran 2,3,4,10,12,17, (251.0-329.1)
IX; Trinil 2; Gonwangling
H. sapiens 20 Mt Circeo, La Chapelle, La Ferrassie, 1,424.8 + 184.3 1,5 397.3 + 374 399 (382-416) 7
neanderthalensis Gibraltar, La Quina 5, 18; Neandertal, (345.4-457.2)

Teshik Tash, Le Moustier, Amud,
Shanidar, Saccopastore 1,2; Spy 1;2,
Tabun 1, La Chaise, Fontechevade I,
Krapina 2,3

*Predicted from regression in DeSilva and Lesnik (8).

. Holloway RL, Broadfield DC, Yuan MS (2004) The Human Fossil Record. Volume 3. Brain Endocasts. The Paleoneurological Evidence (Wiley-Liss, Hoboken, NJ).

. Gilbert WH, Asfaw B (2009) Homo Erectus: Pleistocene Evidence from the Middle Awash, Ethiopia (California Univ Press, Berkeley).

. Macchiarelli R, et al. (2004) The late early Pleistocene human remains from Buia, Danakil Depression, Eritrea. Riv It Paleont Stratigr 110:133-144.

. Coqueugniot H, Hublin J-J, Veillon F, Houét F, Jacob T (2004) Early brain growth in Homo erectus and implications for cognitive ability. Nature 431:299-302.

. Lee SH, Wolpoff MH (2003) The pattern of evolution in Pleistocene human brain size. Paleobiol 29:186-196.

. Simpson SW, et al. (2008) A female Homo erectus pelvis from Gona, Ethiopia. Science 322:1089-1092.

. Ponce de Ledn MS, et al. (2008) Neanderthal brain size at birth provides insights into the evolution of human life history. Proc Nat! Acad Sci USA 105:13764-13768.

. DeSilva JM, Lesnik JJ (2008) Brain size at birth throughout human evolution: A new method for estimating neonatal brain size in hominins. J Hum Evol 55:1064-1074.

0NV WN =

Table S3. Neonatal brain mass as a percentage of total neonatal body mass in hominoids

Neonatal body (g) Neonatal brain (g)

Species n mean + SD mean + SD Percentage (95% Cl) Source
Pongo pygmaeus 2 1,550 + 70.7 158.0 + 43.4 10.1 (7.0-13.4) 1 (converted to g)
G. gorilla 1 2,180 217.0 10.0 YNPRC
Pan paniscus 1 1,540 154.9 10.1 YNPRC
P. troglodytes 20* 1,540 + 218.4 152.8 + 16.6 10.0 (9.5-10.6) YNPRC (2, 3)
H. sapiens® 252 3,252 + 333.9 380.4 + 129.0 11.7 (11.2-12.2) 4
H. sapiens 73 (brain) 2,920 + 500.0 361.4 + 83.3 12.4 (11.6-13.2) 5 6

240 (body)
H. sapiens 404 2,922 + 300.0 371.9 + 86.0 12.7 (12.4-13.0) 7
Weighted human 729 3,035.9 + 331.8 373.8 + 100.6 12.3 (12.0-12.5) —

average

*Two individuals < 1.0 kg were excluded based on larger neonatal data set (n = 50) from YNPRC suggesting that these are unusually small and possibly
pathological individuals.
SDs for neonatal body size were not reported in ref. 4. SDs were estimated by size adjusting the SDs reported in ref. 7.

. Schultz AH (1941) Growth and development of the orang-utan. Contrib Embryol 29:57-111.

. Herndon JG, Tigges J, Anderson DC, Klumpp SA, McClure HM (1999) Brain weight throughout the life span of the chimpanzee. J Comp Neurol 409:567-572.

. DeSilva JM, Lesnik JJ (2006) Chimpanzee neonatal brain size: Implications for brain growth in Homo erectus.. J/ Hum Evol 51:207-212.

Ho KC, Roessmann U, Hause L, Monroe G (1981) Newborn brain weight in relation to maturity, sex, and race. Ann Neurol 10:243-246.

. Sahni D, Jit I, Sodhi L (1998) Brain weight of northwest Indian children and adolescents. Am J Hum Biol 10:505-509.

. Marwaha N, et al. (1992) Routine hematological values in term newborns. Indian Pediatr 29:1095-1099.

. Dekaban AS, Sadowsky D (1978) Changes in brain weights during the span of human life: Relation of brain weights to body heights and body weights. Ann Neurol 4:345-356.

NoubswN=
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Table S4. Australopithecus fossil innominates, femora, tibiae, and tali used in this study

Maximum head

ML length of ankle

Element Accession no. Species Age* diameter, mm joint, mm Assumed sex
Femur A.L. 288-1 A. afarensis 3.18 28.6 — F
Femur StW 25 A. africanus 2.0-2.7 30.4 — F
Acetabulum Sts 14 A. africanus 2.0-2.7 30.8 — F
Femur StW 522 A. africanus 2.0-2.7 30.9 — F
Femur Stw 479 A. africanus 2.0-2.7 31.0 (max. est.) — F
Femur StW 403 A. africanus 2.0-2.7 31.1 — F
Femur Stw 392 A. africanus 2.0-2.7 31.5 — F
Femur StwW 501 A. africanus 2.0-2.7 31.7 — M
Femur StW 527 A. africanus 2.0-2.7 32.2 — M
Femur Stw 598" A. africanus 2.6-2.8 322 — M
Femur StW 99/100 A. africanus 2.0-2.7 35.5 (min.) — M
Femur MLD 46 A. africanus 2.6-2.7 36.0 — M
Acetabulum StW 431 A. africanus 2.0-2.7 36.4 — M
Femur A.L. 333-3 A. afarensis 3.2 40.9 — M
Tibia A.L. 288-1 A. afarensis 3.18 — 17.3 F
Tibia Stw 358 A. africanus 2.0-2.7 — 17.7 F
Tibia Stw 515 A. africanus 2.0-2.7 — 18.7 F
Talus Stw 88 A. africanus 2.0-2.7 — 19.6 F
Talus StW 363 A. africanus 2.0-2.7 — 19.6 F
Talus Stw 102 A. africanus 2.0-2.7 — 19.9 F
Tibia A.L. 333-96 A. afarensis 3.2 — 20.1 (est.) F
Tibia Stw 181 A. africanus 2.0-2.7 — 211 M
Tibia A.L. 333-6 A. afarensis 3.2 — 21.3 M
Talus StW 486 A. africanus 2.0-2.7 — 21.5 M
Tibia Stw 389 A. africanus 2.0-2.7 — 21.9 M
Tibia A.L. 333-7 A. afarensis 3.2 — 254 M

Femora StW 30a, StW 30b, StW 31, and MLD 17 are not hominid and most likely from felines (personal observations). Proximal femur StW 311 is from the
younger Member 5 deposits at Sterkfontein and therefore not from Australopithecus africanus (4).

*From refs. 1, 2.

"Data obtained from ref. 3.

6-10.

2. Pickering R, Kramers JD (2010) Re-appraisal of the stratigraphy and determination of new U-Pb dates for the Sterkfontein hominin site, South Africa. J Hum Evol 59:70-86.
3. Partridge TC, Granger DE, Caffee MW, Clarke RJ (2003) Lower Pliocene hominid remains from Sterkfontein. Science 300:607-612.
4. Kuman K, Clarke RJ (2000) Stratigraphy, artefact industries and hominid associations for Sterkfontein, member 5. J Hum Evol 38:827-847.
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Table S5. Adult hominin cranial capacities used to calculate neonatal brain mass (1) and neonatal

body mass (present study)

Species/accession no. Age, Myr Cranial capacity, cc Source
Ar. ramidus
ARA-VP-6/500 44 300 (280-350) 2
A. afarensis
A.L. 162-28 3.0-34 392.5 (385-400) 3
A.L. 288-1 3.18 387.5 (375-400) 4
A.L. 333-45 3.2 492.5 4
A.L. 444-2 3.0 550 5
A. africanus
MLD 1 2.6-2.7 510 (500-520) 4
MLD 37/38 2.6-2.7 425-435 4,6
Sts 5 2.0-2.7 485 4
Sts 19/58 2.0-2.7 436 4
Sts 60 2.0-2.7 400 4,7
Sts 71 2.0-2.7 428 4
Stw 505 2.0-2.7 555 (550-560) 4
Type 2 2.0-2.7 457 4
P. boisei
Omo L388y-6 2.36-2.4 427 4
Omo 323-896 2.19-2.27 490 8
OH 5 1.79-1.85 522.5 (520-525) 4
KNM-ER 406 1.56-1.6 500 4
KNM-ER 407 1.85 510 4
KNM-ER 732 1.56-1.6 500 4
KNM-ER 13750 1.87 475 (450-480) 4
KNM-ER 23000 1.87 491 8
KGA 10-525 1.41-1.43 545 4
P. robustus
SK 1585 1.5-1.8 530 4
Drimolen 7 1.5-2.0 530 9
H.habilis*
KNM-ER 1805 1.88-1.9 582 4
KNM-ER 1813 1.88-1.9? 509 4
OH 7 1.8 674 10
OH 13 1.6 673 10
OH 16 1.67 638 10
OH 24 1.88 597 10
Homo spp.
D2280 1.78 775 11
D2282 1.78 655 1
D2700 1.78 600 1"
D3444 1.78 650 12
Homo erectus
KNM-ER 3733 1.65-1.78 848 4
KNM-ER 3883 1.57 804 4
KNM-ER 42700 1.55 691 13
KNM-WT 15000 1.53 880 14
OH 9 1.25 1067 4
BOU-VP-2/66 1.0 986 15
UA 31 1.0 900 16
Sangiran 2 1.27 813 4
Sangiran 3 1.03 975 (950-1,000) 4
Sangiran 4 1.27 908 4
Sangiran 10 1.27 855 4
Sangiran 12 1.27 1,059 4
Sangiran 17 1.3 1,004 4
Sangiran IX 1.3 850 17
Trinil 2 0.7-1.0 940 4
Gongwang 1 0.7 780 18
OH 12 0.7 727 4
Homo heidelbergensis
Atapuerca 4 0.53 1,390 19, 20
Atapuerca 5 0.53 1,125 19, 20
Atapuerca 6 0.53 1,220 19, 20
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Table S5. Cont.

L T

Species/accession no. Age, Myr Cranial capacity, cc Source
H. sapiens
Skhul 1 0.1 1,450 18
Skhul 4 0.1 1,554 18
Skhul 5 0.1 1,518 18
Skhul 9 0.1 1,587 18
Qafzeh 6 0.1 1,569 18
" Qafzeh 9 0.1 1,531 18
Qafzeh 11 0.1 1,280 18

*Homo habilis s.s. restricted to Olduvai crania and smaller Koobi Fora specimens. KNM-ER 1470, 1590, and 3732,
often included in Homo rudolfensis, were not included because of taxonomic uncertainty and an absence of
female postcrania clearly belonging to that taxon.

1. DeSilva JM, Lesnik JJ (2008) Brain size at birth throughout human evolution: A new method for estimating neonatal brain size in hominins. J Hum Evol 55:1064-1074.

2. Suwa G, et al. (2009) The Ardipithecus ramidus skull and its implications for hominid origins. Science 326:68e1—68e7.

3. Holloway RL (1983) Cerebral brain endocast pattern of Australopithecus afarensis hominid. Nature 303:420-422.

4. Holloway RL, Broadfield DC, Yuan MS (2004) The Human Fossil Record. Volume 3. Brain Endocasts. The Paleoneurological Evidence (Wiley-Liss, Hoboken, NJ).

5. Kimbel WH, Rak Y, Johanson DC (2004) The Skull of Australopithecus afarensis (Oxford University Press, London).

6. Conroy GC, Vannier MW, Tobias PV (1990) Endocranial features of Australopithecus africanus revealed by 2- and 3-D computed tomography. Science 247:838-841.

7. Falk D, et al. (2000) Early hominid brain evolution: A new look at old endocasts. J Hum Evol 38:695-717.

8. Brown B, Walker AC, Ward CV, Leakey RE (1993) New Australopithecus boisei calvaria from east Lake Turkana. Am J Phys Anthropol 91:137-159.

9. Schwartz JH, Tattersall | (2005) The Human Fossil Record. Volume 4. Craniodental Morphology of Early Hominids and Overview (Wiley-Liss, Hoboken, NJ).

0. Tobias PV (1991) Olduvai Gorge: Vol. 4. The Skulls, Endocasts, and Teeth of Homo habilis (Cambridge University Press, Cambridge, UK).

1. Rightmire GP, Lordkipanidze D, Vekua A (2006) Anatomical descriptions, comparative studies and evolutionary significance of the hominin skulls from Dmanisi, Republic of Georgia.
J Hum Evol 50:115-141.

. Lordkipanidze D, et al. (2006) A fourth hominin skull from Dmanisi, Georgia. Anat Rec A Discov Mol Cell Evol Biol 288:1146-1157.

. Spoor F, et al. (2007) Implications of new early Homo fossils from lleret, east of Lake Turkana, Kenya. Nature 448:688-691.

. Begun D, Walker A (1993) The Nariokotome Homo erectus Skeleton, eds Walker A, Leakey R (Harvard University Press, Cambridge, MA), pp 326-358.

. Gilbert WH, Asfaw B (2009) Homo Erectus: Pleistocene Evidence from the Middle Awash, Ethiopia (California Univ Press, Berkeley).

. Macchiarelli R, et al. (2004) The late early Pleistocene human remains from Buia, Danakil Depression, Eritrea. Riv It Paleont Stratigr 110:133-144.

. Coqueugniot H, Hublin J-J, Veillon F, Houét F, Jacob T (2004) Early brain growth in Homo erectus and implications for cognitive ability. Nature 431:299-302.

. Lee SH, Wolpoff MH (2003) The pattern of evolution in Pleistocene human brain size. Paleobiol 29:186-196.

. Lorenzo C, Carretero JM, Arsuaga JL, Gracia A, Martinez | (1998) Intrapopulational body size variation and cranial capacity variation in Middle Pleistocene humans: The Sima de los
Huesos sample (Sierra de Atapuerca, Spain). Am J Phys Anthropol 106:19-33.

. Bischoff JL, et al. (2007) High-resolution U-series dates from the Sima de los Huesos hominids yields 600 + 66 kyrs: Implications for the evolution of the early Neanderthal lineage.
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