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Introduction
The Hominid Corridor Research Project (HCRP) undertook its
long-term paleontological survey of Plio-Pleistocene deposits of the
Malawi Rift, the Chiwondo Beds, in 1983 (Bromage et al., 1985,
1995a). The project has recovered a vertebrate assemblage important for its geographic location between the well-known hominidbearing sites of eastern and southern Africa. Primate remains are
rare among the fauna of the Chiwondo Beds (<1% of total
mammalian collection). To date, these include two hominins:
a maxillary fragment of Paranthropus boisei from Malema locality
RC 11, (Kullmer et al., 1999), and a mandible of Homo rudolfensis
from Uraha locality U 18 (Schrenk et al., 1993; Bromage et al.,
1995a), as well as 13 cercopithecoid primate cranio-dental
remains, including three jaw fragments (Bromage and Schrenk,
1987; Frost and Kullmer, 2008). Here, we report on three new
primate dentognathic specimens (one hominin and two cercopithecine) from the Mwenirondo localities in the vicinity of Malema.
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E-mail address: ottmar.kullmer@senckenberg.de (O. Kullmer).
0047-2484/$ e see front matter Ó 2011 Elsevier Ltd. All rights reserved.
doi:10.1016/j.jhevol.2011.07.003

Geology and biostratigraphy
The sedimentology and geology of the Northern Malawi Rift are
described by Ring and Betzler (1995) and Betzler and Ring (1995).
The Chiwondo Beds are separated into Units 1e4 (numbered
stratigraphically from lowest to highest), which refer to lake-beds
and ﬂuviatile deposits. Unit 5 is distinguished as the Chitimwe
Beds and consists of alluvial fan deposits.
The silty ﬁne to middle sand deposits at Malema locality RC 11
where the P. boisei maxilla was found (Kullmer et al., 1999) have
been previously described as part of a delta plain belonging to
stratigraphic Unit 3A (Sandrock et al., 1999, 2007). The Mwenirondo area, including localities MR 10 and MR 11 where the new
specimens come from, is located immediately to the north of
Malema. Localities MR 10 and MR 11 are part of a tributary system
further inland, and consist of ﬂuviatile middle to coarse sands also
belonging to Unit 3A. Further west of MR 10 and MR 11, the
Mwenirondo sediments change to lake deposits with bioclastic
beaches of high-energy ramp associations characteristic of Unit 2
(Betzler and Ring, 1995). No mammalian fossils have been recovered from Unit 2 at Mwenirondo.
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The Plio-Pleistocene age of the Chiwondo Beds relies on faunal
correlation with radiometrically dated biostratigraphic units in
eastern Africa (Bromage et al., 1995a; Kullmer, 2008). In general, the
faunal assemblage is taphonomically biased toward the representation of large terrestrial mammals, crocodiles and ﬁsh (Sandrock
et al., 1999). Unit 3A is dated to between 3.75 and 1.8 Ma
(Bromage et al., 1995a; Sandrock et al., 2007). Analysis of fossil
suids differentiates an older biozone 3A-1 (3.75e2.7 Ma) with
Notochoerus euilus, from a younger biozone 3A-2 (2.7e1.8 Ma)
yielding Notochoerus scotti and Metridiochoerus andrewsi I/II
(Kullmer, 2008).
The Mwenirondo large mammal fauna consists of bovids,
equids, suids, rhinos, girafﬁds, hippopotamids, cercopithecids (see
Table 1, Sandrock et al., 2007) and a newly discovered hominid. A
reﬁned attribution of the Mwenirondo MR 10 and MR 11 fauna into
biozone 3A-1 or 3A-2 is not possible at the present stage. Among
the primates described so far, Parapapio sp. is known from the
Mwenirondo area, whereas Theropithecus sp. and Parapapio sp. are
known from adjacent Malema localities (Bromage and Schrenk,
1987; Sandrock et al., 2007; Frost and Kullmer, 2008).

Description
The new primate material consists of two isolated dental fragments and a partial mandible with teeth (Figs. 1e4) collected
through surface survey at Mwenirondo localities in 2009 and 2010.
Specimen HCRP-MR-1106 from locality MR 10 represents
a strongly eroded and rounded fragment of a heavily and ﬂatly
worn hominin lower molar that is likely from the right side (Fig. 1)
with a maximum preserved buccolingual width of 13.06 mm and
maximum preserved mesio-distal length of 9.91 mm. The dental
fragment comprises the anterior half of the crown and both
branches of the mesial root. Dentine is exposed mesially on the
occlusal surface due to postmortem enamel damage, although most
of the visible dentine on the occlusal surface is from a large wear
basin; this fact does not allow for any cusp delineation on the
surface. There is a short dendritic remnant of a ﬁssure traceable in
the buccolingual direction along the enamel surface on the lingual
occlusal aspect (Fig. 1e). The transverse break through the crown
reveals a low pulp chamber surrounded by thick dentine towards
the occlusal surface. Lateral enamel thickness along the middle
third of the fracture through the lingual cusp (Fig. 1a) is on average
1.8 mm. While this measurement may not present the original
thickness due to the diagenetic effects of transport and minor acid

Table 1
Comparative enamel micro-anatomical measures of HCRP-MR-1106, HCRP-UR-501,
H. rudolfensis and other East African hominids.
Trait

Lateral enamel
thickness (LT)
(mm)
I degrees ( )
D degrees ( )

*HCRPUR-501,
RM2
2.33

*H. rudolfensis HCRP-MR- **EAF **EAF
1106
ROB HOM
1.6e1.8

79
32

56
HSBW (mm) (middle
third of lateral
enamel)
***4
HSBC (middle third of
1e2
lateral enamel)
(cuspal third)

1.8

2.2

1.9

71
***11
(cervical
third)
61

52
23

62
31

52.8

62

1e2

1e2

4e5

*Bromage et al., 1995b; **Beynon and Wood, 1986; ***Measures for the other
specimens in this trait category are taken from the middle third of lateral enamel
and caution must be exercised in comparisons to other values in the row.

Figure 1. Virtual 3D reconstruction of the lower right molar fragment HCRP-MR-1106,
H. rudolfensis, derived from mCT-data using the volume texture rendering “Voltex” in
AMIRAÒ 5.3 (Visage Imaging GmbH), (a) distal view, arrow points to the location where
enamel thickness and micro-anatomical measures were taken; (b) lingual view; (c)
buccal view; (d) mesial view, (e) occlusal view (mesial above, lingual left), arrow points
to ﬁssure remnant; (f) apical view; (g) transverse crown cross-section taken as indicated in (e) by white lines; scale bar ¼ 1 cm.

dissolution, the typical fading of Hunter-Schreger bands approximately 0.4 mm from the outer surface enamel suggests that the
enamel thickness is reasonably intact. The plate-like root
morphology and ﬂatly worn and relatively thick enamel are typically hominin (Fig. 1). The transverse mCT cross-section halfway
between the root bifurcation and the apex of HCRP-MR-1106 (Fig. 2)
shows that the root has two near-circular lingual and buccal
columns which are connected by a mesio-distally compressed bar
(Fig. 3). Comparison of mCT radiographic cross-sections with other
fossil hominins from eastern Africa, modern humans, great apes
and cercopithecoids shows that the so-called dumbbell-shaped
root outline (Ward et al., 1982) is characteristic for the M1s and M2s
of early hominins such as P. boisei (KNM-ER-729) and Homo habilis/
rudolfensis (HCRP-UR-501, KNM-ER-1802, KNM-ER-1805) (Figs. 2
and 3). Furthermore, dumbbell-shaped mandibular molar roots
have been described in P. robustus from Swartkrans (Robinson,
1956) and A. afarensis from Hadar (Ward et al., 1982). Even
though there is a considerable overlap in mesio-distal constriction
of the mesial molar root in the comparative sample, it seems less
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Figure 2. Transverse mCT cross-section images of hominin, great ape and cercopithecine mandibular molar roots taken halfway between the root bifurcation and the apex; (a)
H. rudolfensis (HCRP-UR-501), right mandible C e M2; (b) HCRP-MR-1106, right lower molar mesial root; (c) H. rudolfensis (KNM-ER-1802), right lower M1 (top) and M2 (bottom)
mesial roots; (d) H. habilis (KNM-ER-1805), right lower M1 (top), M2 (middle), M3 (bottom) mesial roots; (e) P. boisei (KNM-ER-729), right lower M1 (top), M2 (middle), M3 (bottom)
mesial roots; (f) H. erectus (KNM-ER-992), right lower M1 (top), M2 (middle), M3 (bottom) mesial roots; (g) H. sapiens (recent), right lower M1 (top), M2 (middle), M3 (bottom) mesial
roots; (h) P. troglodytes (recent), right lower M1 (top), M2 (middle), M3 (bottom) mesial roots; (i) M. mulatta (recent), right lower M1 (top), M2 (middle), M3 (bottom) mesial roots.
Not to scale.

Figure 3. Comparison of mesio-distal constriction of mesial molar root of mandibular
ﬁrst molars. Measurements taken from mCT cross-section images halfway between the
root bifurcation and the apex at minimum (D1) and maximum (D2) mesio-distal width
(mesial is at the top). Specimen HCRP-MR-1106 shows close proximity to P. boisei and
early Homo. The X indicates HCRP-UR-501. OWM ¼ Old World Monkeys.

pronounced or absent in later Homo (erectus and sapiens) as well as
in great apes and cercopithecoids, while in HCRP-MR-1106 it is
noteworthy (Figs. 2 and 3). A deﬁnite identiﬁcation of the tooth
position (M1, M2 or M3) of HCRP-MR-1106 is not possible due to the
missing distal root. However, an attribution to M3 is unlikely,
because of the more variable root morphology of the latter
compared to that of M1 and M2 (Robinson, 1956; Fig. 3).
Confocal and incident polarized light microscopy of enamel
microstructure at the transversely fractured surface of the lingual
crown (Fig. 1a) identiﬁes characteristics of HCRP-MR-1106 typically
associated with the UR 501 hominin from Malawi, H. rudolfensis,
and Paranthropus (Table 1). The prism orientation, measured as the
average angle at which Hunter-Schreger bands (HSB) meet the
enameledentine junction (EDJ), or “I degree”, is 71. The average
angle at which striae of Retzius meet the EDJ in lateral enamel, or “D
degree”, is 11. The Hunter-Schreger band width (HSBW) at the
middle third of the lateral enamel gives an average value of 61 mm.
The Hunter-Schreger band curvature (HSBC), represented as the
number of bands crossed from a line drawn along the HSB axis in
outer surface enamel to the EDJ, measures 1e2 bands crossed. The
enamel of HCRP-MR-1106 is similar to the UR 501 hominin from
Malawi belonging to H. rudolfensis, and other H. rudolfensis and East
African Homo (EAFHOM) specimens in two characters (I degree and
HSBW), whilst two characters (LT and HSBC) share their afﬁnities
with early H. rudolfensis and only one (HSBC) with Paranthropus
(Table 1). Admittedly, the opportunistic approach taken in the past
to obtain micro-anatomical data, such as that presented here, may
yield results that vary by section plane, tooth type, etc. However,
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Figure 4. Partial mandible HCRP-MR-1043, Parapapio sp.; (a) occlusal view, (b) left view, (c) right view; scale bar ¼ 2 cm. Molar fragment HCRP-MR-1166, Theropithecus sp. (d) distal
view, (e) occlusal view, (f) buccal view; scale bar ¼ 1 cm.

until such time as larger, controlled studies are made, we can only
work with what is available. We thus note that the trait combination, which includes micro-anatomical similarities to Homo and
Paranthropus, is typical for earliest Homo (Bromage et al., 1995b),
and we tentatively assign the new hominin specimen to
H. rudolfensis.
Specimen HCRP-MR-1043 is a cercopithecine female mandibular fragment with the right corpus and I1-M3, and left I1, C, P3,
broken P4 crown, and mesial M1 root (Fig. 4). The left corpus is
broken posterior to the M1 roots. Both rami are lacking. The
mandible shows breaks ﬁlled with sediment at the symphysis and
a 2 mm interproximal gap between right P4 and M1 caused by
postmortem breakage. The symphysis is marked by modest mental
ridges. It is difﬁcult to determine if a median mental foramen was
present due to cracking in the midline. In lateral view, the
symphysis is moderately receding similar to most papionins, but
less so than in Parapapio ado and Parapapio lothagamensis, nor does
it have the “sigmoidal” proﬁle of P. ado. The incisors are vertically
implanted. In overall depth the corpus is shallow and approximately even in depth from anterior to posterior; it is also relatively
narrow, thinning towards its inferior margin. A shallow mandibular
corpus fossa is present with the inferior border marked by modest
ridges that are developed mesially on the lateral faces of the
symphysis extending from I1 towards the mesial P3s. The corpus
fossae are shallower than those of most African papionins and
similar to those of Macaca, Parapapio, Cercocebus, and Theropithecus
oswaldi darti. The dental arch was likely narrow. In superior view,
the superior transverse torus extends posteriorly to the level of the
P3 and the inferior to the level of the P4. Two very small and one
large mental foramina are present on the right corpus externally.
The most inferior foramen, situated below the P4 crown, possesses
the largest diameter. On the left corpus only one matrix-ﬁlled
foramen can be identiﬁed.
The incisors show advanced wear with sharp edges, and clearly
lack enamel as is typical of papionins. They are relatively vertically
positioned in the symphysis with the left I1 slightly offset due to
postmortem alteration. The left I2 is missing. They are fairly small in

size relative to the molars, similar to Parapapio, Paradolichopithecus,
and Theropithecus, but unlike most other papionins (Table 2; Frost,
2001a). The small size of the canines (mesio-distal 5.09 mm, buccolingual 5.92 mm, height 8.53 mm) identiﬁes the specimen as
female (Table 2). Crowns are slender and pointed with an elongate
wear facet along the distal edge. A small posterior tubercle is
present at its crown base. The P3 is short with a reduced mesiobuccal ﬂange likely accommodating a small upper canine. A talonid basin is present disto-lingually. The P4 is larger than the P3, with
protoconid and metaconid cusps and an enlarged talonid basin. The
P4 is moderate in size with a P4/M1 ratio of 0.7; it is at the bottom of
the range for Mandrillus and Cercocebus, but in the middle of the
range for most other papionins, including Parapapio (Table 2;
Fleagle and McGraw, 1999). The molars show a typical papionin
relief and wear pattern with relatively low cusps, notches high
above the cervical line, and poorly developed transverse lophids.
The degree of crown ﬂare is similar to that of most papionins, lower
than that of Cercocebus, and greater than that of Theropithecus and
possibly Pliopapio. The mesial lophids are wider than the distal,
except in M1. The M1 is the smallest and M3 is the longest with
a prominent hypoconulid (Table 2).
In size, the molar teeth (Table 2) best ﬁt the range of P. ado and
Parapapio jonesi and are at the lower limit for Parapapio broomi
(Freedman, 1957, 1976; Freedman and Stenhouse, 1972; Leakey and
Delson, 1987; Frost and Delson, 2002; Harris et al., 2003). The M3
dimensions are small and comparable with M 3051 and M 3061
from Makapansgat that overlap both P. jonesi and P. broomi in size
and recognized as the former by Maier (1970) and the latter by
Freedman (1976). The M2 is also considerably narrower than that of
HCRP-RC-128b, though it is similar in length (Frost and Kullmer,
2008). Their differences are within the range expected for
a single species, however (see several papionin species listed in
Table 2). On the whole, the morphology of the HCRP-MR-1043
mandible is comparable with P. ado LAET 209 (Plate 4.1 p. 94,
Leakey and Delson, 1987; Fig. 6.5 p. 94, Harrison, 2011), although
the symphysis is less receding in the Mwenirondo specimen. It is
also similar to SK573 a P. jonesi (Freedman, 1957), and KNM-WT
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5.9

5.7

L

5.1

5.0

H

8.3

8.5
5.6

5.5
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P3
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W

6.2

L

7.2

7.4

7.0

7.1

6.7

6.4 6.5 (e)
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7.6

7.1
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7.9

PW

M1

9.1

9.5

9.1

L

5,7

6,0

5,3

8,0

5,3
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5,6

8,3

8,7

9,8

14.2

13.7

L
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0.54
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7.0e7.9
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6.0e7.8
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(*) for which in addition to the 21 female specimens a male individual was used. Taung Papioni material includes both Procercocebus antiquus and Papio izodi as mandibles and lower dentition of these species cannot be reliably
distinguished in the Taung sample. Papio hamadryas includes all subspecies except P. h. kindae. No comparative data is provided on P3 length because of different ways this is measured by different sources. P4/M1 is calculated as
the P4(L * W)/M1 ((AW þ PW)/2) * L. A large part of data courtesy of Eric Delson. Extant comparative data also provided by Michelle Singleton. Terry Harrison provided data on Laetoli Material. L. sp. nov. data from Jablonski et al.
(2008). Data on other HCRP and UCMP material from Frost and Kullmer (2008).

HCRP-MR
-1043 (L)
HCRP-MR
-1043 (R)
HCRP-RC1
-128
HCRP-RC11
-870
HCRP-U39
-476
UCMP 97121
Parapapio
jonesi
Parapapio
broomi
Parapapio
whitei
?Parapapio
ado
- Laetoli
Lophocebus
sp. nov.
Taung
Papionini
Cercocebus
torquatus
Mandrillus
sphinx
Lophocebus
albigena
Papio
hamadryas
Theropithecus
gelada

Sample

Table 2
Tooth crown measurements of Parapapio sp. mandible HCRP-MR-1043, other specimens from the Chiwondo Beds and various modern primates.
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16752 which is either P. ado or a papionin of undetermined afﬁnity
(Harris et al., 1988; Frost, 2001b). Since we have only a handful of
cercopithecoid remains from the Chiwondo Beds, including
a maxillary fragment (HCRP-MR-250) from Mwenirondo attributed
to Parapapio sp., we do not have more reliable craniofacial parts for
taxonomic determination. We allocate the specimen here to Parapapio sp. awaiting more material from surveys of the Chiwondo
Beds.
A disto-buccal tooth fragment HCRP-MR-1166 (Fig. 4), probably
from a right lower M1 or M2, was collected in 2010 from the surface
survey at the same locality where the hominin tooth fragment
HCRP-MR-1106 was found in 2009. The specimen HCRP-MR-1166
represents a hypoconid cusp and a root fragment and part of the
distal basin. Deep disto-buccal and median-buccal clefts are
present. Morphology and tooth wear on the occlusal surface identify the fragment as cercopithecoid. Robustness, size, enamel
infolding, root length and crown hypsodonty lead us to an attribution to Theropithecus sp., a taxon previously identiﬁed based on
an upper molar, probably M3 described from RC 1 (Frost and
Kullmer, 2008) in the vicinity of the Malema hominin site, just
800 m across the Ruasho River.
Discussion
Primates are extremely rare in the Chiwondo Beds, and each
specimen furthers our understanding of the relationships between
eastern and southern African faunas and hominin evolution
(Bromage et al., 1995a), at a crucial time when Homo and Paranthropus arose in Africa (Schrenk et al., 1995). Previously documented P. boisei from Malema is now joined by an H. rudolfensis
representative from the adjacent Mwenirondo area. Mwenirondo
and Malema are both dated by biostratigraphic correlation of suid
material into the same biozone 3A-2, representing a time range
between 2.7 and 1.8 Ma. At the Malema RC 11 hominin locality,
however, primitive N. scotti specimens narrow the time estimation
to 2.52e2.33 Ma (Kullmer, 2008). It is possible that MR 10 has the
same age as RC 11, adding new evidence for an early occurrence of
Paranthropus together with an early representative of Homo in the
Malawi rift in southeast Africa (Kullmer et al., 1999). All other
primate material from Unit 3A is allocated to the cercopithecid
genera Parapapio and Theropithecus. Among southern African
Pliocene sites, Parapapio generally predominates, and Theropithecus
is often present but more rare, whereas in eastern African sites of
middle and later Pliocene age, Theropithecus predominates and
Parapapio is rare, if present at all. So in this sense the Chiwondo
Unit 3A fossils are most similar to those from the southern African
sites (Frost and Kullmer, 2008). In both regions outside of the
Turkana basin, the same species of Theropithecus predominates:
Theropithecus oswaldi. Unfortunately, the Chiwondo material
cannot be allocated to species. For Parapapio, P. ado and P. cf. jonesi
are known from slightly older deposits from eastern Africa (Leakey
and Delson, 1987; Frost, 2001a,b; Frost and Delson, 2002; Harris
et al., 2003; Harrison, 2011), whereas P. jonesi, P. broomi, and P.
whitei are all known from roughly contemporary southern African
sites (Freedman, 1957; Delson, 1984). The speciﬁc afﬁnity of the
Chiwondo Parapapio material is currently unknown. In dental size,
the previously identiﬁed fossils were closest in size to P. broomi,
whereas the new Mwenirondo mandible is closest to P. jonesi,
though still at the lowest end of the P. broomi range. However, given
the overlap in size between these species, and that the range of
morphological variation in the total Chiwondo sample is consistent
with a single species (Frost and Kullmer, 2008), recognition of
multiple species is unwarranted at this point. If Parapapio sp. from
the Chiwondo Beds, including the new mandible from Mwenirondo, belongs to P. broomi (which is possible but not deﬁnite)

Mwenirondo would be the northernmost site where this species
occurs, furthering the similarity of the Chiwondo fauna with
aspects of the South African fauna.
There are no colobines present in the Chiwondo Beds, and while
the primate sample is small, this suggests the Chiwondo habitats
represent more open environmental conditions. Bovids show more
afﬁnities to the arid Somalia-Masai ecozone of Eastern Africa, than
to the Zambezian ecozone to which the Malawi Rift belongs today
(Sandrock et al., 2007). Alternatively, Schrenk et al. (1995) indicated
a shared eastern and southern African fauna for the Chiwondo
Beds.
Though the preservation of many Chiwondo specimens does not
allow for a deﬁnite species-level determination, we hope that
future surveys of this geographically intermediate region will
continue to illuminate the paleoecological and paleobiogeographical role of the Malawi rift in the evolution and distribution of
monkeys and early hominins of the African Plio-Pleistocene.
Acknowledgements
Fieldwork in Malawi was conducted by permission of the
Government of Malawi under the auspices of the Department of
Antiquities. We thank our local ﬁeld crew in Karonga and the
Cultural Museum Centre Karonga for great assistance and hospitality. Anna Rybar discovered the hominid fragment on her ﬁrst
visit to the Chiwondo Beds. We are grateful to Jean-Jacques Hublin
and Fred Spoor (Max Planck Institute for Evolutionary Anthropology, Leipzig) for access to CT data for the comparative study on
root morphology. We thank Matt Skinner, Heiko Temming and
Andreas Winzer for CT scanning assistance, and Eric Delson,
Michelle Singleton and Terry Harrison for sharing comparative data
of cercopithecid teeth. We would like to extend our thanks to
Emma Mbua and staff at the Kenya National Museums in Nairobi for
supporting the acquisition of CT data of fossil specimens in their
care. Fred Spoor and Matt Skinner are also thanked for comments at
various stages of this project. We thank Irina Ruf and the University
of Bonn, Steinmann Institute for Geology, Mineralogy and Paleontology for mCT scanning of the Malawi specimen HCRP-MR-1106.
We are grateful to Eric Milsom, Hessisches Landesmuseum,
Darmstadt, for outstanding preparation of the mandible HCRP-MR1043. We want to thank Melanie Bäuchle, Katrin Krohmann,
Thomas Martin, and Alexandra Papagno for their important help.
We are very grateful to the Volkswagen Foundation Germany for
ﬁnancing the ﬁrst International Malawi Field School in 2009. We
thank the Senckenberg Gesellschaft für Naturforschung in Frankfurt a.M. for ﬁnancial support of the HCRP ﬁeldwork. Finally,
support for TGB was provided by the 2010 Max Planck Research
Award in respect of the Human Paleobiomics initiative, by
endowment of the German Federal Ministry of Education and
Research to the Max Planck Society and the Alexander von Humboldt Foundation.
References
Betzler, C., Ring, U., 1995. Sedimentology of the Malawi rift: facies and stratigraphy
of the Chiwondo Beds, northern Malawi. J. Hum. Evol. 28, 23e35.
Beynon, A.D., Wood, B.A., 1986. Variation in enamel thickness and structure in East
African hominids. Am. J. Phys. Anthropol. 70, 177e193.
Bromage, T.G., Schrenk, F., Kaufulu, Z., 1985. Plio-Pleistocene deposits in Malawi’s
hominid corridor. Natl. Geogr. Soc. Res. Rep. 21, 51e52.
Bromage, T.G., Schrenk, F., 1987. A cercopithecoid tooth from the Pliocene in Malawi.
J. Hum. Evol. 15, 497e500.
Bromage, T.G., Schrenk, F., Juwayeyi, Y.M., 1995a. Palaeobiogeography of the Malawi
Rift: age and vertebrate paleontology of the Chiwondo Beds, northern Malawi.
J. Hum. Evol. 28, 37e59.
Bromage, T.G., Schrenk, F., Zonneveld, F.W., 1995b. Palaeoanthropology of the
Malawi Rift: an early hominid mandible from the Chiwondo Beds, northern
Malawi. J. Hum. Evol. 28, 71e108.

Author's personal copy

O. Kullmer et al. / Journal of Human Evolution 61 (2011) 617e623
Delson, E., 1984. Cercopithecid biochronology of the African Plio-Pleistocene:
correlation among eastern and southern hominid-bearing localities. Cour.
Forsch.-Inst. Senckenberg 69, 199e218.
Fleagle, J.G., McGraw, S., 1999. Skeletal and dental morphology supports diphyletic
origin of baboons and mandrills. Proc. Nat. Acad. Sci. 96, 1157e1161.
Freedman, L., 1957. The fossil Cercopithecoidea of South Africa. Ann. Transv. Mus.
23, 121e257.
Freedman, L., 1976. South African fossil Cercopithecoidea: a re-assessment
including a description of new material from Makapansgat, Sterkfontein and
Taung. J. Hum. Evol. 5, 297e315.
Freedman, L., Stenhouse, N.S., 1972. The Parapapio species of Sterkfontein, Transvaal,
South Africa. Palaeont. Afr. 14, 93e111.
Frost, S.R., 2001a. New Early Pliocene Cercopithecidae from Aramis, Middle Awash
Valley, Ethiopia. Am. Mus. Novit. 3350, 1e36.
Frost, S.R.., 2001b. Fossil Cercopithecidae from the Afar Depression, Ethiopia:
Species systematics and comparison to the Turkana Basin. Ph.D. dissertation,
City University of New York. (unpublished).
Frost, S.R., Delson, E., 2002. Fossil Cercopithecidae from the Hadar Formation and
surrounding areas of the Afar Depression, Ethiopia. J. Hum. Evol. 43, 687e748.
Frost, S.R., Kullmer, O., 2008. Cercopithecidae from the Pliocene Chiwondo Beds,
Malawi-Rift. Geobios 41, 743e749.
Harris, J.M., Brown, F.H., Leakey, M.G., 1988. Stratigraphy and paleontology of
Pliocene and Pleistocene localities west of Lake Turkana, Kenya. Contributions
in Science. Nat. Hist. Mus. Los Angeles County 399, 1e128.
Harris, J.M., Leakey, M.G., Cerling, T.E., 2003. Early Pliocene tetrapod remains from
Kanapoi, Lake Turkana Basin, Kenya. In: Harris, J.M., Leakey, M.G. (Eds.), Geology
and Vertebrate Paleontology of the Early Pliocene Site of Kanapoi, Northern
Kenya. Contributions in Science, Natural History Museum of Los Angeles
County, vol. 468, pp. 1e132.
Harrison, T., 2011. Cercopithecids (Cercopithecidae, Primates). In: Harrison, T. (Ed.),
Paleontology and Geology of Laetoli: Human Evolution in Context. Fossil
Hominins and the Associated Fauna, vol. 2. Springer, Dordrecht, pp. 83e139.
Jablonski, N.G., Leakey, M.G., Antón, M., 2008. Systematic paleontology of the cercopithecines. In: Jablonski, N.G., Leakey, M.G. (Eds.), Koobi Fora Research

623

Project. The Fossil Monkeys, vol. 6. California Academy of Science, San Francisco,
pp. 103e300.
Kullmer, O., 2008. The fossil suidae from the Plio-Pleistocene Chiwondo Beds of
northern Malawi, Africa. J. Vert. Paleontol. 208, 208e216.
Kullmer, O., Sandrock, O., Abel, R., Schrenk, F., Bromage, T.G., Juwayeyi, Y.M., 1999.
The ﬁrst Paranthropus from the Malawi rift. J. Hum. Evol. 37, 121e127.
Leakey, M.G., Delson, E., 1987. Fossil Cercopithecidae from the Laetoli Beds,
Tanzania. In: Leakey, M.D., Harris, J.M. (Eds.), The Pliocene Site of Laetoli,
Northern Tanzania. Oxford University Press, Oxford and New York,
pp. 91e107.
Maier, W., 1970. New fossil Cercopithecoidea from the lower Pleistocene cave
deposits of the Makapansgat limeworks, South Africa. Palaeontol. Afr. 13,
69e107.
Ring, U., Betzler, C., 1995. Geology of the Malawi Rift: kinematic and tectonosedimentary background to the Chiwondo Beds, northern Malawi. J. Hum. Evol. 28,
7e21.
Robinson, J.T., 1956. The dentition of the Australopithecinae. Trans. Mus. Mem.
No. 9.
Sandrock, O., Dauphin, Y., Kullmer, O., Abel, R., Schrenk, F., Denys, C., 1999. Malema:
preliminary taphonomic analysis of an African hominid locality. C. R. Acad. Sci.
Paris 328 (2), 133e139.
Sandrock, O., Kullmer, O., Schrenk, F., Yuwayeyi, Y.M., Bromage, T.G., 2007. Fauna,
taphonomy and ecology of the Plio-Pleistocene Chiwondo Beds, northern
Malawi. In: Bobe, R., Alemseged, Z., Behrensmeyer, A.K. (Eds.), Hominin Environments in the East African Pliocene: an Assessment of the Faunal Evidence.
Springer, Dordrecht, pp. 315e332.
Schrenk, F., Bromage, T.G., Betzler, C.G., Ring, U., Juwayeyi, Y.M., 1993. Oldest Homo
and Pliocene biogeography of the Malawi Rift. Nature 365, 833e836.
Schrenk, F., Bromage, T.G., Gorthner, A., Sandrock, O., 1995. Paleoecology of the
Malawi Rift: vertebrate and invertebrate faunal contexts of the Chiwondo Beds,
northern Malawi. J. Hum. Evol. 28, 59e70.
Ward, S.C., Johanson, D.C., Coppens, Y., 1982. Subocclusal morphology and alveolar
process relationships of hominid gnathic elements from the Hadar Formation:
1974e1977 collections. Am. J. Phys. Anthropol. 57, 605e630.

