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A new medium-sized canid, Eucyon khoikhoi sp. nov., is described from the early Pliocene site of Langebaanweg 
‘E’ Quarry (South Africa). It possesses a robust dentition with large upper- and lower-second molars, an m1 talonid 
without a transverse cristid between the entoconid and the hypoconid, and a well-developed hypoconulid shelf. Our 
cladistic analysis of the earliest better-known African canini, places E. khoikhoi as the most basal taxon of an African 
clade composed of E. wokari, ?Nyctereutes barryi, ?Schaeffia mohibi and Schaeffia adusta (living side-striped jackal). 
We suggest an alternative arrangement for the poorly known East African E. intrepidus from the Late Miocene and 
E. kuta from the Middle Pliocene. Eucyon intrepidus could belong to the same clade as E. khoikhoi, unlike E. kuta, 
whose dentition suggests a closer relation with the Lupulella group. Thus, these results support the paraphyly of 
Eucyon, demonstrating the need for an in-depth review of the genus. Eucyon khoikhoi has a body mass comparable to 
E. kuta and the European E. debonisi and E. monticinensis. We conclude that E. khoikhoi may have had a comparable 
role in the ecosystem to the extant hypocarnivorous S. adusta.

ADDITIONAL KEYWORDS:   fossil – jackal – Neogene.

INTRODUCTION

Canids are one of the most diverse and cosmopolitan 
groups of medium- to large-size carnivorans (Wilson 
& Mittermeier, 2009). It is composed of at least of 23 
genera and 35 species, and occupies all major terrestrial 
habitats on every continent except Antarctica (Sillero-
Zubiri, 2009).  All living Canidae belong to the subfamily 
Caninae Fischer, 1817, and forms a monophyletic group, 
but canids have two additional extinct North American 
subfamilies: Hesperocyoninae Martin, 1989 and 
Borophaginae Simpson, 1945. Caninae has a sister-group 
relationship with Borophaginae, and both clades link 

to the more primitive Hesperocyoninae (Tedford et al., 
2009). Caninae appear in the fossil record in the Early 
Oligocene of North America, almost at the same time as 
Borophaginae (Wang et al., 1999; Tedford et al., 2009), 
but the subfamily maintains a low diversity until the 
Late Miocene when the first Vulpini, Metalopex Tedford 
& Wang, 2008 and the first Canini Eucyon Tedford & Qiu, 
1996 and Canis Linnaeus, 1758 are identified in North 
America. The cladogenesis of Caninae is coincident with 
its dispersal to Eurasia, which can be dated to at least 7.5 
Myr with Canis cipio Crusafont, 1950 known from the 
Spanish localities of Concud and Los Mansuetos (Pons-
Moyà & Crusafont, 1978). A second migration in the Old 
World occurs with Eucyon in south-western Europe in 
Spain (Montoya et al., 2009) and in the three African 
localities of Kapsomin, Lukeino Fm, Kenya (Morales 
et al., 2005), Lemudong’o, Kenya (Howell & García, 
2007) and Amba East Vertebrate Locality 1, Sagantole 
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Fm, Ethiopia (Haile-Selassie & Howell, 2009). Later, 
during the Pliocene, the Caninae are widely recorded 
from both Eurasia and Africa comprising the genera 
Eucyon, Canis, Nyctereutes Temminck, 1838, Otocyon 
Müller, 1836 and Vulpes Frisch, 1775 (e.g. Hendey, 1974; 
Rook, 1992, 2009; Tedford & Qiu, 1996; Sardella, 2008; 
Geraads et al., 2010; Sotnikova & Rook, 2010; Werdelin 
& Peigné, 2010; Dehghani & Werdelin, 2011); Werdelin 
et al., 2014a, b; Piñero et al., 2017; Bartolini-Lucenti, 
2018; Bartolini-Lucenti et al., 2018), and in North and 
South America, e.g. Canis Linnaeus, 1758, Cerdocyon 
Smith, 1839 and Chrysocyon Smith, 1839 (Tedford et al., 
2009), becoming one of the most common carnivore 
groups in terrestrial mammalian sites.

Canids from Langebaanweg have not been studied 
in detail, but Hendey (1974) described some isolated 
teeth as Canidae incerta sedis. Later, he tentatively 
assigned these samples to two forms, Vulpes sp. 
and aff. ‘Canis’ brevirostris, noting the difficulty in 
distinguishing the ‘E’ Quarry civet and canid specimens 
(Hendey, 1981a), without specifying the catalogue 
numbers for each canid. According to specimen labels, 
and notes found in the original boxes from the 1970s, 
we can hypothesize that the fox that was mentioned, 
refers to specimen SAM-PQL-31272, ‘Jessie’s fox’, 
and the fragmentary specimens SAM-PQL-69621A 
composed of several fragments (currently SAM-
PQL-72219, and 72220), SAM-PQL-50110, 50111 and 
50497. The description of these remains to vulpines is 
comprehensible, because of the fragmented nature of 
the fossils, damaged dentition does not allow a direct 
comparison and its gracile appearance is reminiscent 
of a vulpine. Although the Langebaanweg sample has 
never been properly described, it is briefly discussed 
in Rook (1993), Montoya et al. (2009) and Werdelin & 
Peigné (2010). Most of the Eucyon fossils came from 
the Muishond Fontein Pelletal Phosphorite Member 
(MPPM), with the exception of one fragmented 
forelimb (SAM-PQL-20424, 233331)  that came 
from Langeberg Quartzose Sand Member (LQSM) 
(Supporting Information, Table S1). This sample is 
heterogeneous and varies in size and robustness, 
which can be explained by sexual dimorphism, like 
other populations of Eucyon, e.g. Eucyon debonisi 
Montoya et  al., 2009 from Venta del Moro (Late 
Miocene, Spain). It also includes the first deciduous 
dentition for the genus.

The main aim of this work is to describe the 
unpublished material of Canidae from Langebaanweg, 
which comprise one skull, several mandibles, dentition 
and postcranial bones. With more than 50 specimens 
of at least four individuals, it constitutes the largest 
sample of Eucyon from Africa and is a unique 
opportunity to expand our knowledge of the occurrence 
of the genus on the continent, such as its evolutionary 

relationships and palaeobiogeographical implications 
for the family Canidae.

The Langebaanweg fossil site

Along the nearly 2000 km of the southern African 
west coast there are few onshore deposits, but where 
they do occur, they are rich in palaeontological and 
archaeological remains (Pether et al., 2000; Roberts, 
2006a,b). Langebaanweg (32°57′19.4ʺS, 18°6′49.9ʺE) 
is located on the stable platform on the west coast of 
South Africa, 13 km inland from the current coastline 
and less than 2° north of the southern tip of Africa 
(Hendey, 1981a, b; Roberts et al., 2011). During the 
Late Miocene–Early Pliocene, Langebaanweg was 
about 1 km from the river mouth where it debouched 
into Saldanha Bay (Hendey, 1981b). The Varswater 
Formation at the ‘E’ Quarry spans the Middle Miocene 
(Langhian) to the Early Pliocene (Zanclean; Tankard, 
1974; Hendey, 1989; Roberts, 2006a,b; Roberts 
et al., 2011). The fossil-rich LQSM and MPPM are 
concentrated within an ‘abbreviated’ stratigraphic 
interval of c. 26–30 m above sea level (Roberts 
et al., 2011: 208) and are associated with numerous 
transgressive–regressive episodes (Tankard, 1974; 
Hendey, 1989; Roberts, 2006a,b; Roberts et al., 2011). 
The palaeoenvironmental history of Langebaanweg 
includes a high-energy shallow marine system during 
the Late Miocene (Messinian), incorporating sandy and 
rocky beaches represented by the Konings Vlei Gravel 
Member, while the earliest Early Pliocene (Zanclean), 
the Langeberg Quartzose Sand Member, was deposited 
in a lagoonal or estuarine setting protected from wave 
action but open to the sea (Kensley, 1972; Kensley, 
1977; Roberts et al., 2011). The Muishond Fontein 
Pelletal Phosphorite Member (MPPM), comprising 
Beds 3aN and Bed 3aS, accumulated in a shallow 
embayment sheltered from the open ocean by granitic 
islands during the Early Pliocene transgression 
(Smith & Haarhoff, 2006). Recently, a study suggested 
that there was a watering hole fed by an aquifer 
that seeped into the bedrock or in a dune depression 
(Brumfitt et al., 2013). The bone bed accumulated 
during several drought cycles as animals died in the 
area due to starvation and were buried by sediment 
or as a result of downslope exposure in a low-energy 
environment (Brumfitt et al., 2013).

The ‘E’ Quarry is a prime locality for palaeoecological 
studies, because it has yielded a rich Early Pliocene 
(5.2 Mya) faunal assemblage and palaeopalynological 
information during a period of change from moderate 
to cooler climates (Hendey, 1976, 1981a, b; Roberts 
et al., 2011). Langebaanweg ranks among the richest 
Neogene fossil vertebrate sites in Africa and in the 
world (Hendey, 1981a; Werdelin, 2010), comprising 
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more than 230 taxa of invertebrates and vertebrates 
(Hendey, 1981a, 1989). Langebaanweg also has an 
outstanding record of Carnivora (Werdelin, 2006). 
After Hendey completed the first monographic 
studies on the mammals of Langebaanweg (Hendey, 
1972, 1974, 1976, 1978a, b, c, 1980, 1981a, 1989), this 
fauna became a reference for Mio-Pliocene studies of 
carnivorans.

There are at least 19 species of carnivorans in MPPM 
and LQSM (Werdelin, 2006), comprising mustelids, 
canids, one hemicyonid/ursid (Agriotherium Wagner, 
1837), pinnipeds, felids, hyaenids, herpestids and 
viverrids, with the larger ones better known (Werdelin 
et al., 1994; Werdelin & Lewis, 2001; Morales et al., 
2005; Werdelin, 2006; Werdelin & Sardella, 2007; 
Stynder, 2009; Govender et al., 2011, 2012; Tseng & 
Stynder, 2011; Oldfield et al., 2012; Stynder et al., 
2012, 2018; Hartstone-Rose & Stynder, 2013; Stynder 
& Kupczik, 2013; Govender, 2015; Hartstone-Rose 
et al., 2016; Valenciano & Govender 2020a, b).

Abbreviations

AMNH, American Museum of Natural History, New 
York, USA; ICP, Institut Català de Paleontologia 
Miquel Crusafont, Barcelona, Spain; IPS, collection 
from the ICP; F:AM, collection housed in the Frick 
Collection of the Division of Paleontology, AMNH, 
New York, USA; ISAM, Iziko South African Museum, 
Cape Town, South Africa; KNM, Nairobi National 
Museum, National Museums of Kenya, Nairobi, 
Kenya; MGUV, Museu de Geologia de la Universitat 
de València, Burjassot, Spain; MNCN, Museo Nacional 
de Ciencias Naturales Madrid, Spain; UCMP, 
University of California Museum of Paleontology, 
Berkeley, California, USA; SAM-PQL, Quaternary 
Palaeontology (Langebaanweg), Iziko South African 
Museum, Cape Town, South Africa; SAM-ZM, Zoology 
Mammals, Iziko South African Museum, Cape Town, 
South Africa; VAL, Anatomical Museum of Valladolid 
University, Valladolid, Spain.

MATERIAL AND METHODS

Nomenclature and measurements

Dental nomenclature follows Ginsburg (1999), Smith 
& Dodson (2003) and Tedford et al. (2009). Anatomical 
descriptions are based primarily on Barone (1999, 
2000) and Evans & de Lahunta (2010, 2013), and the 
terminology conforms to the standard of the Nomina 
anatomica veterinaria (NAV; Waibl et  al., 2005). 
Measurements were taken using Mitutoyo Absolute 
digital callipers to the nearest 0.1 mm (Tables 1–3; 
Supporting Information, Fig. S1; Table S2).

Study material

We have re-analysed the material described by 
Hendey (1974) as Canidae incertae sedis, and the 
new material of this family housed in the Cenozoic 
collections at the Iziko South African Museum 
(ISAM). The comparative sample includes original 
fossils of: Eucyon debonisi Montoya et al., 2009 
from Venta del Moro (Spain), comprising dentition 
and fragmentary mandibles housed at MNCN 
and MGUV (Montoya et al. 2009), and the two M1 
of Eucyon intrepidus Morales et  al., 2005 from 
Lukeino Fm (Kenya) housed at Orrorin Community 
Organitation, Kipsaraman, Baringo County, Kenya; 
Canis cipio Crusafont, 1950 (IPS 1988, maxilla) from 
the Late Miocene of Concud (Spain) and an isolated 
m1 (IPS 46489) from Los Mansuetos (Spain), both c. 
7.1–7.9 Mya housed at ICP (Pons-Moyà & Crusafont, 
1978); crania, mandibles and dentition housed at 
AMNH of Eucyon davisi (Merriam, 1911) (F:AM 
63007, 63009, 630, 09B, 63038, 63058)  from the 
Late Miocene of North America, Eucyon davisi from 
the Pliocene of China (F:AM 97028, 97027, AMNH 
97048, 97057, 97058, 97059, 97061), Eucyon ferox 
(Miller & Carranza-Castañeda, 1998) (F:AM 27388, 
63035, 63061, 63062, 49298) from the Pliocene of 
North America and Eucyon zhoui Tedford & Qiu, 
1996 (F:AM 97048) from the Pliocene of China. We 
analysed the casts of the following taxa: Eucyon 
monticinensis (Rook, 1992) (BRS 87/04 mandible, 
BRS 24/12 M1, BRS 24/9 M1, BRS 27/6 m1, BRS 
27/8 right upper canine, BRS 27/14 ulna, BRS 27/15 
radio, BRS 27/16 humerus and BRS 27/13 tibia) from 
Brishiguela (Italy); E. intrepidus KNM NK 41284 
(M1) and KNM NK 41285 (m1) from Lemudong’o 
locality 1 (Kenya) (Howell & García 2007) and the 
m1 AME.1/144 from Amba East Vertebrate Locality 
1, Kuseralee Member, Sagantole Fm (Haile-Selassie 
& Howell, 2009); Eucyon wokari García, 2008 ARA 
6/21 (fragmented m1 and a complete m2) from 
Aramis Member, Sagantole Fm, in the Middle Awash 
Valley, Ethiopia; and Eucyon davisi (LOC 69 113/
VCMP 112197 m1-p4; LOC 887/UCMP M1-M2) 
from Thousand Creek, Oregon, USA. Additionally, 
E. davisi from North America and China, E. zhoui 
from China and E. ferox from North America were 
studied via photographs of the originals and by 
their original publications; Eucyon odessanus 
(Odintzov, 1967) by pictures of the casts housed at 
AMNH. Eucyon kuta Werdelin et al., 2014b from 
the Woranso-Mille Area (Ethiopia), 3.82–3.57 Mya, 
?Nyctereutes barryi Werdelin & Dehghani, 2011  
from the Upper Laetoli Bed (Tanzania) 3.7–3.4 Mya 
(Su & Harrison, 2007) and Lupulela mohibi Geraads, 
2011, from the site ‘Grotte des Rhinocéros’ (OH1-
GDR) in Oulad Hamida 1 Quarry (Morocco), c. 0.5 
Mya, and from other sites in the Casablanca area 
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(Morocco) dated to 0.8–0.4 Mya (Geraads, 2011) by 
their original publications.

The taxonomic status of the African jackals, 
traditionally placed in the genus Canis has been 
discussed (e.g. Hilzheimer, 1906; Ewer, 1956; Petter, 
1969; Hendey, 1974; Zrzavý & Řičankova, 2004; 
Prevosti, 2010; vonHoldt et al., 2011; Koepfli et al., 
2015; Atickem et al., 2017; Viranta et al. 2017; Zrzavý 
et al., 2018; Perri et al., 2021; Taron et al., 2021). 
Herein, we follow the hypothesis that resurrects 
the genus Lupulella Hilzheimer, 1906 for Canis 
mesomelas Schreber, 1775 (recently followed for 
several researchers, e.g.: Geraads, 2011; Atickem et al., 
2017; Viranta et al. 2017; Zrzavý et al., 2018; Perri 
et al., 2021), as well as Schaeffia Hilzheimer, 1906 
for Canis adustus Sundevall, 1847. The revalidation 
of the genus Lupulella has been a direct consequence 
of the accumulation of evidence that has questioned 
the monophyly of the genus Canis, which is only 
sustainable if all the members of the subtribe Canina 
sensu Tedford et al. (2009) are classified within Canis 
(Viranta et al. 2017; appendix 1, comments on use of 
Lupulella).The revalidation of Schaeffia aligns with 
this same view, as we demonstrate in our phylogeny, 
which is in agreement with the proposed one by Zrzavý 
& Řičankova (2004).

The extant specimens used for comparison are 
housed in the following collections: Canis aureus 
Linnaeus, 1758 (NRM), Canis latrans Say, 1823 
(NRM), Canis lupaster Hemprich & Ehrenberg, 1832 
(VAL), Canis lupus Linnaeus, 1758 (MNCN and NRM), 
Lupulella mesomelas (Schreber, 1775) (SAM-ZM 
and MNCN), Otocyon megalotis (Desmarest, 1822) 
(SAM-ZM), Schaeffia adusta Hilzheimer, 1906 (NRM), 
Vulpes chama (Smith, 1833) (SAM-ZM) and Vulpes 
vulpes Linnaeus, 1758 (MNCN).

Cladistic analysis

We performed a cladistics analysis of 12 operational 
taxonomic units (OTU) and 50 cranial and dental 
characters based on Tedford et al. (1995, 2009), 
Daguenet & Sen (2019), Ruiz-Ramoni et al. (2020) 
and this work, in order to examine the phylogenetic 
position of the new species Eucyon khoikhoi relative 
to better-known Late Miocene–Early Pliocene Eucyon 
taxa from the Northern Hemisphere and some 
extinct Pliocene and Pleistocene African canids with 
uncertain taxonomical determination from North 
and East Africa, besides a sample of living canids. We 
studied Eucyon davisi from North America (USA), 
Eucyon ferox from North America (Mexico and USA), 
Eucyon debonisi from Europe (Spain), the enigmatic 
Canis cipio from Europe (Spain) and Plio-Pleistocene 

African canids with dubious generic assignations 
(Eucyon wokari, ?Nyctereutes barryi and Lupulella 
mohibi), the living African jackals Lupulella 
mesomelas (black-backed jackal), Schaeffia adusta 
(side-striped jackal) and Canis lupaster (African 
golden wolf), as well as the Holarctic Canis lupus 
(grey wolf) and Vulpes vulpes (red fox). The extant 
metric data of the dentition used for the phylogeny 
are based on Hendey (1974), Tedford et al. (2009), 
Bertè (2017), Viranta et al. (2017) and the specimens 
observed in the collections by us. All characters were 
equally weighted and unordered. The complete list of 
taxa, characters and the character–taxon matrix are 
available in Supporting Information, Data S1; Table 
S3. We excluded the poorly known East African 
Eucyon intrepidus and Eucyon kuta. The selected 
outgroup was V. vulpes. The cladistic analysis was 
performed using in PAUP*4.0b10 (Swofford, 2002). 
This analysis yielded three parsimonious trees with 
97 steps by the branch-and-bound-search, with a 
consistency index (CI) of 0.5258, a homoplasy index 
(HI) of 0.4742 and a retention index (RI) of 0.5929. 
Clade support was calculated using bootstrap 
analysis with 1000 replicates and Bremer support 
values.

Systematic palaeontology

Order Carnivora Bowdich, 1821

Suborder Caniformia Kretzoi, 1943

Family Canidae Fischer, 1817

Subfamily Caninae Fischer, 1817

Tribe Canini Fischer, 1817

Subtribe Canina Fischer, 1817

Genus Eucyon Tedford & Qiu, 1996

1993 Eucyon nov. gen. (Tedford & Qiu, in stampa), 
Rook: 12.

1996 Eucyon nov. gen. Tedford & Qiu: 27.
2009 Eucyon Tedford & Qiu, in press, Rook: 726.

Type species:  Canis davisi Merriam, 1911.

Diagnosis:  In Tedford & Qiu (1996), revised by Tedford 
et al. (2009) and Werdelin et al. (2014b).

Remarks:  Tedford & Qiu (1996) recognized that 
with Eucyon they were creating a paraphyletic 
taxon, due to its primitive position at the base 
of the Tribe Canini. Despite this, the number of 
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species attributed to the genus has been increasing 
progressively (Morales et al., 2005; Spassov & Rook, 
2006; García, 2008; Montoya et al., 2009; Rook, 2009; 
Werdelin et al., 2014b; Bartolini Lucenti & Rook, 
2020). Recently Zrzavý et al. (2018) performed a 
phylogenetic analysis of living and extinct Caninae 
using morphological, developmental, ecological, 
behavioural and molecular characters. Only three 
Eucyon species were included in their analysis: 
E. davisi, type species of the genus, and two Asian 
species: E.  zhoui from the Lower Pliocene and 
E. marinae from the Upper Pliocene. Eucyon davisi 
appears as the basal species of the entire Canini clade, 
while E. zhoui and E. marinae nest in a paraphyletic 
basal clade to the subtribe Canina. These same 
authors point out the paraphyletic character of the 
genus Canis, whose species are grouped into at least 
two different and distant clades.

Eucyon khoikhoi sp. nov.
(Figs 1–8)

1974 Canidae incerta sedis Hendey: 67.
1981a gen. and sp. not det. ? aff. ‘Canis’ brevirostris 

Hendey: 50.
1981a Vulpes sp. Hendey: 50.
1993?Eucyon sp. Rook: 45.
2008 cf. Eucyon García: 589.
2009 Eucyon sp. Rook: 741.
2009 Eucyon sp. Montoya, Morales & Abella: 719.
2010 Eucyon sp. Werdelin & Peigné: 609, fig. 33.2A.
2016 Eucyon sp. Hartstone-Rose et al: 2, fig. 1A.

Zoobank registration:  urn:lsid:zoobank.org:act: 
EFC6184C-759D-4AEC-B0DB-CEA578D79898

Diagnosis:  Eucyon of similar size to that of the type 
species of the genus E. davisi of North America. 
Upper premolars (P2–P3) relatively short and robust, 
separated by a small diastema. P4 robust, with strong 
protocone. Robust and large M2, with respect to M1. 
Short and tall lower premolars. p3 with small distal 
accessory cuspid. Robust p4 with stronger and more 
extended distal accessory cuspid, and presence of a 
second distal accessory cuspid, comprising a small 
talonid. Robust m1, with high protoconid, talonid 
without transverse cristid between the entoconid and 
the hypoconid. m2 relatively long compared with m1, 
with a complete trigonid and a narrow talonid.

Differential diagnosis:   Differs from E. davisi from 
North America (Tedford et al., 2009) in a more robust 
lower dentition (p4–m1 and m2), with a longer m2 in 
relation to the m1. In relation to the former character, 

the M2 long and more robust. The P4 is also more 
robust. The m1 has a better developed hypoconulid 
shelfhypoconulid shelf, comprising a markedly 
higher m1 protoconid. Most of these differences 
between E. khoikhoi and E. davisi are observed in 
the individuals of E. davisi from different localities 
in China (Tedford & Qiu, 1996). The Chinese sample 
has more robust premolars, especially P4 and p4, 
and more robust second molars (M2 and m2) than 
those of the North America populations. Therefore, 
they are more like E. khoikhoi. The Chinese E. davisi 
maintain small M2 and m2 lengths in relation to the 
first molars, which clearly distinguish them from 
E. khoikhoi. The difference in the length of the second 
molars with respect to the length of the m1 also allows 
the new Langebaanweg species to be distinguish from 
other Eucyon spp., which preserve comparable molar 
dentition: Eucyon debonisi, E. odessanus, E. wokari 
García, 2008 and E. zhoui. It differs from E. debonisi 
by the greater gracileness of the lower dentition in 
the Spanish species, particularly in the premolars 
and the carnassial teeth (P4 and m1). It differs from 
E. wokari in the anomaly of the alveolus in the maxilla 
for an M3, in the morphology of the m1 talonid, which 
in the Ethiopian species has transverse cristids 
that connect the hypoconid to the entoconid (Garcia, 
2008). Eucyon marinae Spassov & Rook, 2006 differs 
from E. khoikhoi in the advanced morphology of the 
lower premolars and m1, which, although it lacks 
the transverse cristid between the hypoconid and 
the entoconid, the hypoconid is extremely large with 
respect to the entoconid, a trait that could indicate 
that this species moved away from the most common 
morphotypes of the Eucyon species. Eucyon kuta 
differs from E. khoikhoi in the robustness of the p2–3, 
unknown in other species of the genus, as the authors 
of the species point out. Eucyon monticinensis (Rook, 
1992) possesses, despite the limited sample, a notable 
intraspecific variability, which, like E. debonisi, could 
be interpreted as sexual dimorphism (Montoya et al., 
2009). The M1 are at the maximum of robustness of 
the group, different from E. khoikhoi, and correspond 
with the size and proportions of the m1 of the type 
(Rook, 1992). It also differs from E. khoikhoi in the 
greater gracileness and size of the m2, traits that are 
common in both Italian and Spanish species. It differs 
from Eucyon intrepidus in its larger size and more 
robust M1 and m1. This species has the smallest M1 
recorded in the Upper Miocene of Africa, close to the 
smallest specimens of E. debonisi and E. khoikhoi.

Etymology:   Named after the Khoikhoi (KhoeKhoen) 
people, formally a nomadic pastoralist indigenous 
population of southern Africa who thrived for over 
1000 years in various regions of South Africa including 
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the Western Cape, where this species was discovered. 
We honour Khoi heritage and ancestry.

Holotype:   SAM-PQL-31272, comprising the skull, two 
hemi-mandibles, two fragmentary humerii, two radii, 
including a right complete and a left fragmentary one, 
and five cervical vertebrae, including the atlas, axis 
and cervical 3–5.

Paratype:   SAM-PQL-72215, right maxillary including 
M1–M2.

Referred specimens:   SAM-PQL-40041, old and 
pathological individual comprising the fragmentary 
left hemi-mandible with p1, broken p4 and m1–3, 
the fragmentary right hemi-mandible with p1–m2, 
the right proximal epiphysis of the scapula, the right 
proximal epiphysis of the humerus, the right proximal 
epiphysis of the ulna, the left distal epiphysis of the 
radius, the complete right metacarpals II–V (Mc IV, 
broken), the left both pyramidal and magnum, the right 
ectocuneiform, eight sesamoids, four first phalanges, 
three second phalanges, one ungual phalanx and one 
caudal vertebra (fourth caudal); SAM-PQL-24976B, 
right I3; SAM-PQL-24976B, left Cx; SAM-PQL-15526B, 
left P2; SAM-PQL-15184B, left P4; SAM-PQL-72203, 
right fragment of P4, including the protocone; SAM-
PQL-72204, left fragment of P4, including the protocone; 
SAM-PQL-72205, left fragment of P4, including the 
protocone; SAM-PQL-72207, left fragmentary P4; 
SAM-PQL-72208, right M1; SAM-PQL-69621B, left 
maxillary, including M1–2; SAM-PQL-15588 B/C, right 
M1; SAM-PQL-50497, left M1; SAM-PQL-15219B, left 
M1; SAM-PQL-15705A, left M2; SAM-PQL-72217, 
right M2; SAM-PQL-72206, left M2; SAM-PQL-72218, 
indeterminate root; SAM-PQL-40308, fragmentary 
left hemi-mandible with m1–3 alveoli, two fragmented 
tibiae and eight fragments of vertebrae; SAM-
PQL-72228, right cx; SAM-PQL-50112, left cx; SAM-
PQL-72221, fragmentary right cx; SAM-PQL-72222, 
fragmentary right cx; SAM-PQL-69621d, fragmentary 
right cx; SAM-PQL-72223, left fragmentary hemi-
mandible with m2-3 alveoli; SAM-PQL-50111, right 
fragmentary hemi-mandible with m2–3 alveoli; SAM-
PQL-722219, right fragmentary hemi-mandible with 
complete p1, p3–4 and a broken p3 at the base crown; 
SAM-PQL-72220, left fragmentary hemi-mandible 
with broken p3-p4 and mesial part of m1 at the base 
of the crown, plus distal root of m1; SAM-PQL-69621A, 
fragmentary right hemi-mandible with broken p3–
m2 at the crown base and with m3 alveolus; SAM-
PQL-50110, left fragment of hemi-mandible with c and 
p1 alveoli and a fragmentary p2; SAM-PQL-50497A, 
left fragmentary hemi-mandible with both m1 and 
m3 alveolus and a complete m2; SAM-PQL-15381 A/1, 
left p2; SAM-PQL-72216, left m1; SAM-PQL-72166, 

left fragment of the m1 trigonid; SAM-PQL-50113A, 
distal fragment of a right m1, including protoconid, 
metaconid and talonid; SAM-PQL-50113B, right m2; 
SAM-PQL-72225, right m1 talonid; SAM-PQL-72212, 
left m2; SAM-PQL-72211, fragmentary left m2; 
SAM-PQL-16120A, right m3; SAM-PQL-72213, right 
m3; SAM-PQL-72209, right Dp2; SAM-PQL-72210, 
left dp4; SAM-PQL-72214, fragmentary talonid of 
a left dp4; SAM-PQL-72226A, left fragment of dp3; 
SAM-PQL-72226B, left dp4; SAM-PQL-20424, right 
fragmentary humerus with most of the shaft and 
the distal epiphysis; SAM-PQL-23331, right radius; 
SAM-PQL-15323, atlas; SAM-PQL-15174, axis; SAM-
PQL-15160, third cervical vertebra.

Type locality:  Langebaanweg ‘E’ Quarry, Western 
Cape, South Africa.

Age:   Langebaanweg ‘E’ Quarry spans the Middle 
Miocene (Langhian, 16–12 Mya) to the Early Pliocene 
(Zanclean, 5.2 Mya) (Tankard & Rogers, 1978; Hendey, 
1989; Roberts, 2006a,b; Roberts et al., 2011). The bone 
bed occurs at the base of the MPPM within the channel 
fill of the LQSM (Roberts et al., 2011). The specimens 
of Eucyon khoikhoi are recovered from the MPPM and 
LQSM which dates to Early Pliocene, 5.2 Mya (see 
Roberts et al., 2011).

Description
Skull and upper dentition:   The type skull SAM-
PQL-31272 is well preserved, without deformation 
(Fig. 1; Tables 1, 2). Portions of the palatine, and 
both pterygoid and the basisphenoids, are missing. 
The cranial sutures and the absence of wear of the 
dentition, suggests it is a young adult. Dorsally, the 
overall morphology is reminiscent to C. aureus. It 
has long nasal bones, with the muzzle similar to that 
of V. chama, C. aureus and C. latrans and relatively 
shorter compared to L. mesomelas. A small infraorbital 
foramen is located above P3. It has a big and round 
orbital bone. It has a frontal sinus invading the base of 
the postorbital process, but a minor dorsal depression 
is present on the process, being less marked to those the 
one of the African vulpini V. chama and O. megalotis.

The forehead is not as high as in C. lupus, resembling 
those of the jackals C. aureus and L. mesomelas, the 
coyote (C.  latrans) and vulpini. On the right, the 
sharper and robust frontal process of zygomatic is 
preserved in the zygomatic arch.

A thick and broad sagittal crest is present in the 
parietal area. The occipital protuberance extends 
beyond the occipital area, and connects with the 
prominent nuchal crests, which are more laterally 
expanded than those of living jackals and V. chama 
and O. megalotis. The cranium is lateromedially wide 
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at the temporal level. In ventral view, the palatine 
fissure is large but broken.

The palatine sulcus is not preserved. The major 
palatine foramen is situated between P4 and M1, as in 
C. aureus and V. chama, and in a more caudal position 
than L. mesomelas. Neither the pterygoid bones nor 
hamulus processes are preserved, but both left oval 
and caudal foramina are preserved. The bulla is large 
and swollen. The right one has the ectotympanic bone 
missing, the petrosal bone and the bullar septum are 
partially preserved. The rostroventral area of the right 
one is broken. A large foramen lacerum and a small 
musculotubal canal are located in the most rostral 
area of the bulla. It has a round external acoustic 
meatus and a round and smaller stylomastoid foramen, 
similar to that of L. mesomelas and much smaller than 
the analysed vulpini. In the distal part of the bulla, 
the tympano-occipital fissure is large and oval. A small 
hypoglossal canal is located distally to the fissure. 
The paroccipital process is ventrally projected. It is 
well developed and extends over the bulla, displaying 

a strong bone bar. Both mastoid and paroccipital 
processes are similar to those of C. latrans, C. aureus, 
L. mesomelas and unlike V. chama and O. megaloti. In 
caudal view, the nuchal area is triangular, comprising 
a complete occipital condyle.

The incisors are set in a parabolic row. I3 is larger than 
I2. There is a diastema between the I3–C and between 
the P1 and P2. The I3 is tall with a single cusp, lingually 
curved. There is a small distolingual cingulum (Fig. 
2A, B). The C is oval, showing a marginal lateromedial 
compression. Its crown is high and thin. In distal view 
it is slightly sigmoidal (Fig. 2C). P1 single rooted. P2 
and P3 relatively short, without mesial accessory 
cusps. P2 with residual accessory cusp associated 
with the distal crista. P3 with well-developed distal 
accessory cusp (Fig. 2) and P4 has no parastyle. It has 
a carnassial notch. The protocone is low, conical and 
located in line with the mesial border of the paracone. 
The fragmentary specimen SAM-PQL-72205 has the 
protocone more mesially projected. An inflection is 
present between the protocone and the mesial border 

Figure 1.  Skull of Eucyon khoikhoi from Langebaanweg. Individual SAM-PQL-31272 (holotype). A, left side; B, right side; 
C, dorsal view; D, ventral view; E, rostral view; F, caudal view. Scale bar equals 5 cm.
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of the paracone in all the P4s (Fig. 2E–H). There is a 
weak lingual and mesial cingulum (Fig. 2E). There is 
a wide variability in the measures and morphology in 
the recovered sample of the first upper molar (Fig. 2).  
Most of the M1s are worn or broken, except SAM-
PQL-31272 and SAM-PQL-50497 (Fig. 2A, M). It is 
subquadrangular in occlusal view, with a rectilinear 
mesial wall and the distal one with an inflexion below 
the metacone. It has a strong parastyle with a well-
developed buccal cingulum. Paracone and metacone 
are subequal in height. The paraconule is small, but 
well preserved in the specimen SAM-PQL-50497 (Fig. 
2M). The protocone is tall and mesially located. It has a 
large metaconule which connects to the metastyle and 
the buccal cingula by a tall crista. It has a deep trigone 
valley. There is a well-developed mesial cingulum, 
connecting the parastyle with the lingual wall of the 
protocone. It possesses a tall and bevelled hypocone.

The M2s show a wide intraspecific variability with 
some specimens having broader talons (Fig. 2J, K) and 
others reduced ones (Fig. 2P, Q). SAM-PQL-72206, 
has the biggest M2 of E. khoikhoi recovered, with a 
slightly different morphology and no worn cusps. The 
M2s have a kidney-shaped occlusal, with a highly 
developed paracone compared to the metacone, a 
protocone located in a more central position to those 
of the M1 and with a strong labial cingulum (Fig. 2M).

Mandible and lower dentition:   The overall morphology 
of the mandibles of E. khoikhoi (Fig. 3; Tables 1, 3) 
are similar to those of the living jackals of the genera 
Canis and Lupulella, being easily distinguish from 
the African vulpini. SAM-PQL-40041 shows a worn 
dentition and several dental and bone pathologies. 
The most complete mandible belongs to the type SAM-
PQL-31272. It has a relatively tall coronoid process 
and a deep masseteric fossa. The articular process 
is in line with the tooth row and the angular is well 
developed similar to the canini. The mandibular corpus 
is low. There are two main foramina on the mandibular 
corpus, below p1 and p3. There are diastemata between 
c and p1, and p1–p4. The c is short and robust at the 
base of the crown. It is distally curved and possesses a 
lingual keel. Premolars are without mesial accessory 
cuspid, relatively short and with high main cuspid. 
There are small diastemata between c–p1, p2–p3, and 
longer between p2–p1. The p1 is uniradiculate and 
unicuspidated. The p2 is longer than the p1, double 
rooted and has no accessory cuspids. The distal area 
has a small keel. The p3 has a small distal accessory 
cuspid and a high distal cingulum.

The p4 is robust, comprising stronger and more 
extended distal accessory cuspid. There is a second 
accessory cuspid behind the previous one, which is 
double in the left hemi-mandible of the specimen 

Table 1.  Cranial and mandible measurements of the holotype of Eucyon khoikhoi SAM-PQL-31272 from Langebaanweg. 
Skull measurements based on Tedford et al. (2009). Mandibles measurements based on our measurements. Abbreviations: 
BW, braincase width. Maximum breadth of the braincase across the level of parietal-squamosal suture; FSW, frontal 
shield width. Maximum breadth across the postorbital processes of the frontals; GSL, greatest skull length. Length 
from anterior tip of premaxillae to the posterior point of the inion; H ascent, hight ascent ramus; H ar-an, hight between 
articular and angular processes; Hb m1, height of the mandibular ramus below m1; Hb p1, height of the mandibular 
ramus below p1; JD, jugal depth. Minimum depth of the jugal cranial to the postorbital process, at a right angle to 
its craniocaudal axis; LB, bulla length. Length from the median lacerate foramen to the suture of the bulla with the 
paroccipital process; LCM, distance from the distal border of the canine alveolus to the foramen magnum notch; Ld, 
length diastema between c-p1; Lms, length from m1–3; LPM, maxillary toothrow length. Distance from the mesial edge 
of the alveolus of P1 to the distal edge of the alveolus of M2; Lps, length from p1 to p4; Lp1–ms, length from p1-m3; 
MOH, height, maxillary toothrow to orbit. Minimum distance from the outer alveolar margin of M1 to the most ventral 
point of orbit; M2B, length, M2 to bulla. Minimum distance from the distal edge of the alveolus of M2 to depression in 
front of the bulla; PCW, postorbital constriction width. Least width across the frontals at the constriction behind the 
postorbital processes; PWP1, palatal width at P1. Minimum width between the inner margins of the alveoli of the first 
upper premolars; PWP4, palatal width at P4. Minimum width between the inner margins of the alveoli of the first upper 
premolars; TL, total length; W cor, maximum craniocaudal width of the coronoid process; ZW, zygomatic width. Greatest 
distance across the zygoma. Parenthesis means approximated measurements

Skull

LCM GSL ZW BW LPM PWP4 PWP1  FSW  PCW M2B MOH JD LB

121.1 152.2 (80.2) 51.2 (57.2) 24.3 (17.1) 40.7 (29.2) 33.3 (19.0) 8.9 25.8

Mandible

  TL H ascent H ar-an W cor L d Lps Lms L p1-ms Hb p1 Hb m1   

 110.3 42.4 20.0 21.2 4.4 35.5 26.4 61.2 13.9 14.2   
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SAM-PQL-31272, but single in SAM-PQL-72220  
(Figs 3, 4D). There is a high distal cingulum. The 
m1 is robust with a low paraconid compared to the 
protoconid, which is relatively high in relation to 
the length of the molar. There is a strong metaconid 
extending slightly beyond the distal wall of the 

protoconid. Its talonid has a strong hypoconid with 
the highly developed mesial cristid. The entoconid, 
although smaller in size than the hypoconid, is strong 
and extends mesially with a small pre-entoconid, and 
internally develops a small cristid (Figs 3, 4). However, 
both hypoconid and entoconid are well separated. The 

Figure 2.  Upper dentition of Eucyon khoikhoi from Langebaanweg. A, SAM-PQL-31272, holotype, details of the dentition, 
occlusal view. B, SAM-PQL-24976B, right I3: B1, buccal; B2, distal; B3. lingual views. C, SAM-PQL-24976A, left C: C1, 
buccal; C2, distal; C3, lingual views, D. SAM-PQL-15526B, left P2: D1, buccal; D2, lingual; D3, occlusal views. E, SAM-PQL-
15184B, left P4: E1, buccal; E2, lingual; E3, mesial; E4, occlusal views. F, SAM-PQL-72203, fragmentary right P4: occlusal 
view. G, SAM-PQL-72204, fragmentary left P4, occlusal view. H, SAM-PQL-72205, fragmentary right P4, occlusal view. 
I, SAM-PQL-72207, left fragmentary right P4, occlusal view. J, SAM-PQL-72215 (paratype), right maxillary with M1–2, 
occlusal view. K, SAM-PQL-L69621B, left maxillary with M1–2, occlusal view. L, SAM-PQL-72208, right M1, occlusal view. 
M, SAM-PQL-50497, left M1, occlusal view. N, SAM-PQL-15588B/C, right M1, occlusal view. O, SAM-PQL-15219 B, left 
M1, occlusal view. P, SAM-PQL- 15705A, left M2, occlusal view. Q, SAM-PQL- 72217, right M2, occlusal view. R, SAM-PQL- 
72206, left M2, occlusal view. Scale bar 2 cm.
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talonid valley is divided into two parts, the mesial one 
is deep and the distal one is shorter, which is closed 
by a bifurcated hypoconulid in a distocentral position 
(Figs 3, 4). The m2 is also robust. It is oval, with a 

complete trigonid and a highly developed buccal 
cingulum (Figs 3, 4H–J).

The paraconid is small and is attached to the 
protoconid and continues in a high mesial cingulum that 

Figure 3.  Mandibles of Eucyon khoikhoi from Langebaanweg. A, B, SAM-PQL-31272 (holotype), right hemi-mandible (A), 
left one (B). A1, B1, buccal; A2, B2, lingual; A3, B3, occlusal views. C, D, SAM-PQL-40041, right hemi-mandible (C), left one 
(D). C1, D1, buccal; C2, D2, lingual; C3, D3, occlusal views. E, SAM-PQL-40308, left hemi-mandible: E1, buccal; E2, occlusal 
view.
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connects with the base of the metaconid, which has an 
additional cuspid in mesial position, enclosing a small 
trigonid valley. The metaconid is taller and larger than 
the protoconid. Buccally, the base of the protoconid is 
clearly expanded. The talonid is narrower than the 
trigonid. The hypoconid is the most developed cuspid 
and is mesially continued by the oblique cristid. The 
entoconid is bifurcated. The m3 is reduced and has one 
root. It is round with low cuspids. The largest cuspids are 
the protoconid and metaconid (Figs 3A1–3, 4K, L).

Deciduous dentition:   The deciduous dentition of 
this new taxon represents the first non-definitive 

teeth of Eucyon recovered. It is similar to that of the 
living L. mesomelas, although several differences 
distinguish both canids (Fig. 5). It shows a wide range 
of variability in terms of size and shape, especially in 
the lower deciduous carnassial (dp4). The DP2 (SAM-
PQL-72209, Fig. 5A) is a slender and long simple tooth, 
without accessory cusps. Distally a high cingulum is 
present.

The dp3 recovered is a fragmentary distal portion 
of the tooth, comprising a noticeable distal cingulum 
(Fig. 5B). There is a great variability in size in the dp4s 
founds (Fig. 5C–E). Among them SAM-PQL-72214 is 
much smaller and narrower to that of SAM-PQL-72210 

Figure 4.  Lower dentition of Eucyon khoikhoi from Langebaanweg. A, SAM-PQL-72228, right cx: A1, buccal; A2, lingual; A3, 
occlusal views. B, SAM-PQL-50112, left cx: B1, buccal; B2, lingual views. C, SAM-PQL-15381 A/1, left p2: C1, buccal; C2, lingual; 
C3, occlusal views.D, SAM-PQL-72220, right fragmentary hemi-mandible including p1, p3–4: D1, buccal; D2, lingual; D3, occlusal 
views. E, SAM-PQL-72216 left m1: E1, buccal; E2, lingual; E3 occlusal views. F, SAM-PQL-72166, left m1 trigonid: F1, buccal; F2, 
lingual; F3, occlusal views. G, SAM-PQL-50113A, right fragmented m1: G1, buccal; G2, lingual; G3, occlusal; G4, distal views. H, 
SAM-PQL-50497A, left fragmentary hemi-mandible with m2: H1, buccal; H2, lingual; H3, occlusal views. I, SAM-PQL-50113B, 
left m2: I1, buccal; I2, lingual; I3, occlusal; I4, distal views. J, SAM-PQL-72212, left m2: J1, lingual; J2, occlusal; J3, distal views. 
K, SAM-PQL-16120A, right m3: K1, buccal; K2, lingual; K3, occlusal views. L, SAM-PQL-72213, right m3: L1, buccal; L2. occlusal 
views. Abbreviations: h, hypoconid; m, metaconid; par, paraconid; and pr, protoconid. Scale bar 2 cm.
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and SAM-PQL-72226B. The dp4 has a well-developed 
metaconid, with a more distal position than in the 
m1. The talonid is wide and simple. It comprises 
a developed hypoconid and smaller entoconid. An 
additional hypoconulid is located between both cuspids 
in the most distal part of the tooth in the specimens 
SAM-PQL-72226B and SAM-PQL-72214 (Fig. 5C, E).

Postcranial remains:   The cervical vertebrae (C1–
C5) belong to two individuals (Fig. 6; Supporting 
Information, Table S2). Morphologically it is similar 
to Lupulella. The transverse foramen of the atlas is 
smaller to that of the jackal. The caudal articular 
process of the axis is robust. Although there is no 
noticeable evidence for the presence or absence 
of a nuchal ligament sensu Wang et  al. (2008), 
the morphology of the back of the axis, where the 
ligament would attach, is similar to that of living 
canids with this ligament (e.g. extant jackals 
Lupulella mesomelas). The axis SAM-PQL-15174 has 
several parallel bite marks over the spinous process, 
which, based on their morphology, can be interpreted 
as shark bites (Fig. 6G1, G2). Neither the transverse 
process nor spinous processes are preserved in the 
C3–C5 (Fig. 6C–E, H). A proximal fragment of a 
fourth caudal vertebra is present (Fig. 6I1, I2).

The general morphology of the humerii and radii 
(Fig. 7; Supporting Information, Table S2) are 
similar to L. mesomelas than to those of African 
vulpini. The type SAM-PQL-31272 has bite marks of 
a terrestrial carnivoran on both epiphyses of these 
long bones. SAM-PQL-20424 is more robust and 
with an elongated humerus. The proximal epiphysis 
is known from SAM-PQL-40041 (Fig. 8) and the 
humeral head is round. The humeral diaphysis is 
straight, with the proximal part curved caudally 
and laterally compressed. It is rounded to triangular 
in cross-section distally. The deltoid crest is well 
developed (Fig. 7A1, A2, D1) and the distal epiphysis 
is subrectangular in distal view (Fig. 7A5, B). There 
are two uniform facets on the lateral epicondyle: 
one proximally for the origin of the extensors of the 
carpus and digits and one distal to the origin of the 
m. supinator (Munthe, 1989). There is a distinctive 
lateral epicondylar crest, where m. extensor carpi 
radialis originates (Munthe, 1989).

The supratrochear foramen is also well developed. As 
in living canids, the medial epicondyle is small, where 
the m. pronator teres originates. The entepicondylar 
foramen is absent. The radii (Fig. 7C, E; Supporting 

Figure 5.  Deciduous dentition of Eucyon khoikhoi from 
Langebaanweg compared with the one of the living jackal 
Lupulella mesomelas. A, SAM-PQL-72209, right DP2: 
A1, buccal; A2, lingual; A3, occlusal views. B, SAM-PQL-
72226A, left fragmentary dp3: B1, buccal; B2, lingual; 
B3, occlusal views. C, SAM-PQL-72226B, left dp4: C1, 
buccal; C2, lingual; C3, occlusal; C4, distal views. D, SAM-
PQL-72210, left dp4: D1, buccal; D2, lingual; D3, occlusal; 
D4. distal views. E, SAM-PQL-72214, fragmentary left 
dp4: E1, buccal; E2, lingual; E3, occlusal; E4, distal views. 
F, SAM-ZM-35825, right hemi-mandible of a juvenile 

individual of L. mesomelas: F1, buccal; F2, lingual; F3, 
occlusal views. Scale bar 2 cm. Abbreviations: p1, definitive 
first lower premolar; dp2, decidual p2; dp3, decidual p3; 
dp4, decidual carnassial; m1, definitive carnassial.
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Information, Table S2) are elongated and slightly 
curved caudally. The fovea capitis is oval, deep and has 
a cranial notch.

A small, radial tuberosity is situated on the lateral 
edge, where m. biceps brachii and m. brachialis attach. 
The shaft is craniocaudally compressed. On the first 
third of the laterocaudal border, the interosseous 
border is  located. The distal epiphysis is mediolaterally 
large. The ulnar notch is round and small. Medially, 
there is a small, sharp, knob-shaped styloid process, 
where the m. brachioradialis inserts. In cranial view, 

and following the description of Munthe (1989) for 
borophagines canids, there are three grooves (Fig. 
7E2, E3): a medial deep one for the tendon of the 
m. adductor pollicis longus, a wider lateral one for 
the tendon of the m. extensor digitorum communis 
and between them a wide and shallow groove for the 
tendon of m. extensor carpi radialis.

The associated postcranial skeleton of the old 
and pathological individual SAM-PQL-40041 (Fig. 
3C; Supporting Information, Table S2), consists of 
numerous fragmentary remains of the forelimb, 

Figure 6.  Cervical and caudal vertebrae of Eucyon khoikhoi from Langebaanweg. A–E, SAM-PQL-31272. A1–3, atlas: A1, 
dorsal; A2, ventral; A3, distal views. B1, B2, atlas: B1, lateral; B2, dorsal views. C1–3, third cervical vertebra: C1, cranial; 
C2, dorsal; C3, lateral views. D1–3, fourth cervical vertebra: D1, cranial; D2, dorsal; D3, lateral views. E1, E2, fifth cervical 
vertebra: E1, dorsal; E2, lateral views. F, SAM-PQL-15323, atlas, ventral view. G, SAM-PQL-15174, axis: G1, lateral; G2, 
dorsal views. H, SAM-PQL-15160, third cervical vertebra: H1, rostral; H2, lateral views. I, SAM-PQL-40041, fourth caudal 
vertebra: I1, dorsal; I2, ventral views. Scale Bar equals 5 cm.
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Figure 7.  Humeri and radii of Eucyon khoikhoi from Langebaanweg. A–C, SAM-PQL-31272. A–B, left fragmentary humerus, A1–5 
(left) and B (right). A1, cranial; A2, lateral; A3, caudal; A4, medial; and A5, distal views; B, distal view; C, right radius; C1, proximal; 
C2, distal; C3, cranial; C4, caudal views. D, SAM-PQL-20424, right fragmentary humerus: D1, cranial; D2, lateral; D3, caudal views. 
E, SAM-PQL-23331, right radius: E1, proximal; E2, distal; E3, cranial; E4, lateral; E5, caudal; E6, medial views. Scale bar equals 5 cm.
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Figure 8.  Postcranial remains of Eucyon khoikhoi SAM-PQL-40041 from Langebaanweg. A, right distal fragment of the 
scapula: A1, lateral; A2, medial; A3, ventral views. B, right fragmentary humeral head: B1, caudal; B2. proximal views. C, 
left fragmentary radius, cranial view. D, right fragmentary ulna: D1, cranial; D2, medial; D3, caudal; D4, proximal views. 
E1, mounted hand comprising metacarpal II–V, and first, second and ungueal phalanges from the hand or foot, dorsal view; 
E2, metacarpal II–V, proximal view. F, left magnum: F1, medial; F2, dorsal; F3, lateral views. G, left pyramidal: G1, lateral; 
G2, medial views. H, right ectocuneiform: H1, lateral; H2, medial; H3, proximal views. I, first phalange: I1, dorsal; I2, lateral; 
I3, palmar/plantar; I4. proximal views. J, second phalange: J1, dorsal; J2, lateral; J3, palmar/plantar; J4. proximal views. K, 
ungueal phalange: K1, lateral; K2, dorsal; K3, proximal views. Scale bar equals 5 cm (A1–E1), and 2 cm (E2–K3).
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hindlimb and axial skeleton (Fig. 8). Several pathologies 
are observed, these include, notably, overgrowths 
of bone on the periosteal surfaces of the long bones, 
metacarpals, phalanges and caudal vertebrae, as well 
as endosteal bony growths on the IV metacarpal and 
radius (Fig. 8). These bones show bite marks, e.g. on 
the fragmentary scapula (Fig. 8A). Its glenoid cavity is 
rounded and lateromedially wide, as in L. mesomelas, 
and unlike V. chama and O. megalotis.

The overall morphology of the ulna is similar to 
L. mesomelas, apart from the lateral and medial 
tubercles of the tuber olecrani. The ulna of Eucyon 
khoikhoi has similar morphology to V. chama, with 
the medial tubercle prominently larger and projected 
proximally, beyond the level of the lateral one. In 
L. mesomelas, both tubercles are similar in height. 
The first metacarpal is unknown. The metacarpals 
(II–V), carpals (magnum and pyramidal) and tarsals 
(ectocuneiform) are more robust compared to African 
vulpini, and similar to L. mesomelas and other African 
jackals. However, some minor traits distinguishes 
E. khoikhoi from L. mesomelas and other African 
jackals, such as the slenderer pyramidal and the wider 
dorsodistal part of the ectocuneiform. The phalanges 
(Fig. 8E1, I–K) belong to different digits, but it is 
difficult to determine whether they belong to the pes 
or manus. The size difference suggest that they belong 
to both. The first phalanges have a similar length 
to L. mesomelas and shorter to the African vulpini. 
They are robust, slightly straight but with ventral 
curvature. We cannot infer any muscular attachment 
because of the bone grown on the periosteal surfaces. 
Two of the three second phalanges are much shorter to 
the other, which could suggest that they are from the 
feet. The ungual phalanx is also relatively robust and 
longer, resembling to those of the living canini. The 
tibia (SAM-PQL-40308) only preserves a long, slender 
and sigmoid shaft.

DISCUSSION

Eucyon khoikhoi from Langebaanweg contributes 
substantially to the knowledge of the initial Canidae 
radiation in Africa (Fig. 9; Supporting Information, 
Table S4), because of the quality of the sample, which 
includes a nearly complete skull, mandibles, dentition 
and postcranial bones, and for being a site close to the 
Mio-Pliocene boundary. This age is close to the first 
records of this family on the continent, known at the 
moment from three sites at the end of the Miocene (Fig. 
10): Eucyon intrepidus from Lukeino, Kenya (Morales 
et al., 2005); Eucyon aff. intrepidus from Lemudong’o 
(Howell & García, 2007); and Eucyon sp. Amba East 
Vertebrate Locality 1, Ethiopia (Haile-Selassie & 
Howell, 2009; Werdelin & Peigné, 2010; Werdelin 

et al., 2014b) (Fig. 10). These three forms are clearly 
differentiated from Vulpes riffautae Bonis et al., 
2007, considered as the oldest canid in Africa. Eucyon 
intrepidus is smaller and has slenderer M1 and m1 
than Eucyon khoikhoi, although the smallest fossils of 
Langebaanweg overlap with the largest teeth of this 
species, as is the case of one of the M1 from Lukeino 
(Figs 11, 12). The M1 morphology of the holotype of 
E. intrepidus differs from Eucyon davisi from North 
America (Tedford et al., 2009) by the strength of the 
parastyle and the most pronounced individualization of 
the hypocone, a character shared with E. khoikhoi and 
with the M1 described by Howell & García (2007) as 
Eucyon aff. intrepidus from Lemudong’o. An incomplete 
m1 from Lemudong’o, with a broken paraconid but a 
well-preserved talonid, shows a morphology similar to 
E. khoikhoi with a weak internal connection between 
the entoconid and hypoconid, and the presence of a 
small distal depression (hypoconulid shelf), separated 
from the rest of the talonid valley and closed by a 
hypoconulid. The m1 from Amba East Vertebrate 
Locality 1, classified as Eucyon sp., shows the same 
morphological features of the Lemudong’o m1. Thus, 
the canids of these three localities can be determined as 
E. intrepidus, a smaller-sized species than E. khoikhoi 
(Figs 11, 12), but having the same morphological dental 
pattern, more derived than E. davisi. Unfortunately, 
the scarcity of fossils attributed to E. intrepidus and 

Figure 9.  Phylogenetic relationship of Eucyon khoikhoi, 
within selected caninae, based on the strict consensus tree. 
Length 97 steps, consistency index (CI) = 0.5258, homoplasy 
index (HI) = 0.4742, and retention index (RI) = 0.5929. The 
numbers below nodes are Bremer indices, and the numbers 
above nodes are bootstrap support percentages (only shown 
if > 50). Vulpes vulpes is the outgroup.

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024

http://academic.oup.com/zoolinnean/article-lookup/doi/10.1093/zoolinnean/zlab022#supplementary-data
http://academic.oup.com/zoolinnean/article-lookup/doi/10.1093/zoolinnean/zlab022#supplementary-data
http://academic.oup.com/zoolinnean/article-lookup/doi/10.1093/zoolinnean/zlab022#supplementary-data


384  A. VALENCIANO ET AL.

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

its dispersion in three different localities prevent its 
inclusion in our phylogenetic analysis.

The differences between E. khoikhoi and the clade 
comprised by Eucyon from North America (Eucyon 
davisi, Eucyon ferox) and Europe (Eucyon debonisi 
from Venta del Moro) (Fig. 9, clade H; Supporting 
Information, Table S4) indicate that the South African 
species has a more robust dentition (P4–M2 and p4) 
with relatively more elongated second molars (M2 
and m2) (Figs 11, 12). These characters not only 
distinguish E. khoikhoi from E. davisi, but also from 
some of the living Canini species from the African 
continent, including Lupulella Hilzheimer, 1906 and 
Canis, with the exception of the side-striped jackal 
Schaeffia adusta Hilzheimer, 1906.

Other African fossil  forms included in the 
phylogenetic analysis, like Eucyon wokari from 
the Early Pliocene of Aramis Member (4.4 Mya), 
Sagantole Fm, in the Middle Awash Valley, Ethiopia 
(García, 2008), ?Nyctereutes barryi from the Early/
Late Pliocene of the Upper Laetoli Bed (3.7–3.4 Mya) 
(Su & Harrison, 2007; Werdelin & Dehghani 2011) 
and Lupulella mohibi from the Middle Pleistocene of 
Oulad Hamida 1 Quarry (0.5 Mya) (Geraads, 2011), 
are grouped with E. khoikhoi and Schaeffia adusta 
(Fig. 9, clade E; Supporting Information, Table S4), 
although the relationships between the species in 
the group are not resolved. This African clade is 
characterized by a paraoccipital process fused with 
the bulla in most of its length, long M2 in relation with 

Figure 10.  Biochronological range chart of Eucyon species and selected Caninae taxa based on our phylogenetic hypothesis. 
Data source in Crusafont (1950), Pons-Moyà & Crusafont (1978), Tedford & Qiu (1996), Montoya et al. (2009) and Tedford 
et al. (2009). Events: (1) African first canini (Eucyon intrepidus, based on Morales et al., 2005; (2) The most ancient North 
American Canis representing by Canis lepophagus according Tedford et al. (2009), after the inclusion of Canis ferox into 
Eucyon. Taxa in grey came from Africa and in black from Eurasia and North America. North American land mammal age 
(NALMA) based on Tedford et al. (2004), Albright et al. (2008) and Hilgen et al. (2012); European Mammal Neogene Units 
(MN) based on Hilgen et al. (2012) and Morales et al. (2013). Abbreviations: ELMA, European land mammal ages; NALMA, 
North American land mammal ages (units defined by immigrant taxa); E, early, M, middle; L, late.
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Figure 11.  Bivariate plot comparing the upper dentition of Eucyon khoikhoi, with other Eucyon spp. from North America, 
Europe, and Africa. A, P4; B, M1; C, M2; D, lengths of M1 and P4; E, lengths of M1 and M2; F, widths of M1 and M2. 
Abbreviations: L, length; W, width. Sources: Tedford & Qiu (1996) and Tedford et al. (2009) for E. davisi from North America 
and China and E. zhoui from China; Crusafont (1950) for C. cipio; Montoya et al. (2009) for E. debonisi; Rook (1992, 1993) 
for E. monticinensis and E. odessanus; Morales et al. (2005) for E. intrepidus from Lukeino Fm; Howell & García (2007) for 
E. intrepidus from Lemudong´o; García (2008) for E. wokari; and this work for E. khoikhoi.
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Figure 12.  Bivariate plot comparing the lower dentition of Eucyon khoikhoi, with other Eucyon spp. from North America, 
Europe, and Africa. A, p4; B, m1; C, lengths of m1 and p4; D, m2; E, lengths of m1 and width m2. Abbreviations: L, length; W, 
width. Sources: Tedford & Qiu (1996) and Tedford et al. (2009) for E. davisi from North America and China and E. zhoui from 
China; Pons-Moyà & Crusafont (1978) for C. cipio; Montoya et al. (2009) for E. debonisi; Rook (1992, 1993) for E. monticinensis 
and E. odessanus; Morales et al. (2005) for E. intrepidus Haile-Selassie & Howell (2009) for E. intrepidus from Santogale 
Fm; García (2008) for E. wokari; Werdelin et al. (2014b) for E. kuta; Spassov and Rook (2006) for E. marinae; and this work 
for E. khoikhoi.
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P4 and M1, m1 relatively robust and m2 relatively 
long. The morphology of the m1 of E. wokari differs 
from E. khoikhoi by the greater development of the 
transverse cristid, which closely links the hypoconid 
with the entoconid as occurs in the living jackals s.l. 
(García, 2008; Tedford et al., 2009). The Ethiopian 
species has a robust m2 and a long M2 in relation 
to P4 like E. khoikhoi; thus, the association of an 
advanced morphology in the m1 talonid with the 
large size of the second molars links E. wokari close 
to the side-striped jackal S. adusta. The canid from 
Laetoli, ?Nyctereutes barryi, is another component 
of this group, previously determined by Barry (1987) 
as New Genus aff. Canis brevirostris Ewer, 1956, 
suggesting a close relationship with Nyctereutes 
donnezani Depéret, 1890, in particular with the 
material described from Layna (Spain) by Soria & 
Aguirre (1976). Werdelin & Dehghani (2011) revised 
this form, proposing a new species ?Nyctereutes 
barryi with dental morphology intermediate between 
that of N. donnezani and Nyctereutes tingi Tedford 
& Qiu, 1991, but maintaining the same doubts 
about the generic attribution of Barry (1987). 
Werdelin & Dehghani (2011) noted that ?N. barryi, 
as well as N. tingii, lack the subangular lobe of the 
mandibular ramus trait typical of more derived 
species of Nyctereutes. Finally, Lupulella mohibi 
from the Middle Pleistocene of Morocco has a clearly 
hypocarnivorous dentition, which resembles that of 
some Nyctereutes species, but neither the skull nor 
the mandible correspond to that of the modern species 
of this genus (Geraads, 2011), in our tree are nested 
with Schaeffia adusta, and because of the low node 
support, we provisionally assigned it as ?Schaeffia 
mohibi (Figs 9, 10).

All the species grouped in clade E (Fig. 9) have 
hypocarnivorous dentition to a greater or lesser 
degree, as occurs in Nyctereutes species. None of the 
mandibles of E. khoikhoi, ?N. barryi, ?S. mohibi and 
S. adusta present the characteristic morphology of 
Nyctereutes, not even incipient. Nevertheless, some 
African species, such as Nyctereutes terblanchei 
Broom, 1948 (see also Ficcarelli et al., 1984) and 
Nyctereutes lockwoodi Geraads et al., 2010, possess 
mandibular characteristics that could be correlated 
with the species of Nyctereutes from the Pliocene of 
Europe. Alternatively, Reynolds (2012) has discussed 
in depth the presence of Nyctereutes in African fauna, 
concluding that it is not present on this continent. 
Thus, this hypocarnivore clade (Fig. 9, clade E) is 
more closely related to Eucyon species than to the 
clade of Lupulella–Canis, which is important support 
to consider for the independent generic status of the 
extant Schaeffia adusta, that Van den Brink (1973) 
and Zrzavý & Řičankova (2004) have proposed. 
More recently, the segregation of S. adusta from the 

species of the Canis group has been suggested in 
other molecular works (Atickem et al., 2017; Viranta 
et al., 2017; Taron et al., 2021), but not taxonomically 
formalized. Our phylogenetic analysis clearly shows 
the separation of E. khoikhoi from the group formed 
by Lupulella–Canis (Fig. 9, clade A); characterized by 
a patent hypercarnivorous tendency of the dentition, 
especially by the elongation of the carnassial teeth 
with respect to the molar dentition, and an m1 with 
a transverse cristid and reduced hypoconulid shelf 
(Supporting Information, Table S4). The inclusion 
in this group of the controversial Canis cipio – from 
the older geological levels of Concud, Spain (7.9–7.0 
Mya) (Crusafont, 1950; Pons-Moyà & Crusafont, 
1978; Rook, 1993, 2009; Tedford et  al., 2009) – 
morphologically is not surprising, being more derived 
than the basal forms of the Canis group considered 
here as Lupulella mesomelas and Canis lupaster (Figs 
9, 10). Several traits, such as the relative elongation 
of the P4 compared with M2, the P4 protocone 
mesially positioned and reduced, and the elongated 
and derived m1 – presence of a transverse cristid, 
absence of pre-entoconid, and both reduced metaconid 
and hypoconulid shelf – support its position in our 
phylogeny. Consequently, our analysis refutes the 
inclusion of C. cipio within the Eucyon species group, 
as recently has been proposed in Rook (2009) and 
Bartolini Lucenti & Rook (2020). It does not solve 
the enigma of the presence of such a derived Canis 
species in geological levels prior to the arrival of the 
first Eucyon on the Old World – with Eucyon debonisi 
from the Venta del Moro site, Spain dated 6.22 Mya 
(Montoya et al., 2009; Gibert et al., 2013; Morales et al., 
2013) (Fig. 10). This problem has been exacerbated 
with the re-assignation of Canis ferox as Eucyon ferox, 
also proposed by Bartolini Lucenti & Rook (2020) – 
which is supported in our analysis – and that places the 
oldest North American record of Canis ca. 5 Mya with 
Canis lepophagus Johnston, 1938 from the beginning 
of the Pliocene (Tedford et al., 2009). Consequently, if 
we accept the generic determination of Canis cipio, 
the separation of Canis from Lupulella mesomelas 
would be placed at least between 7.9 and 7.0 Mya, a 
hardly assimilable hypothesis. The robustness of the 
clade formed by Lupulella mesomelas, Canis lupaster 
and Canis lupus is strongly supported in most of the 
molecular analyses that have included these three 
taxa (e.g. Atickem et al., 2017; Viranta et al., 2017).

Eucyon kuta from the Woranso-Mille Area, 3.82–
3.57 Mya, as noted by Werdelin et al. (2014b), could 
represent the most modern and largest species of 
Eucyon recorded in Africa. It is known by two hemi-
mandibles. The p2 and p3 are more robust than those 
of E. khoikhoi. This Ethiopian canid has a relatively 
longer m1 than the South African taxon (Fig. 12B). 
These characteristics support their separation from 
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the E. khoikhoi clade, it could probably be included 
closer to the African Pliocene hypercarnivore group 
(Lupulella), which certainly needs to be reviewed.

Palaeobiological aspects

Postcranial remains of Eucyon are rare, with the 
exception of the articulated skeleton F:AM 63010 of 
E. davisi figured, but not described, by Tedford et al. 
(2009), some large bones of the recently considered 
member of this genus E. ferox, also figured in the 
former work, some long bones of E. montecinensis 
described in Rook, (1992) and a few tarsals from 
E. debonisi described by Montoya et al. (2009). Eucyon 
was the earliest members of the subfamily Caninae 
to show, undoubtedly, the modern neck morphology 
associated with the presence of the nuchal ligament, 
and developed proportionally longer forelimbs than 
any of its earlier relatives, probably reflecting an 
adaptation to drier, more open environments and 
wider foraging areas (Wang et al., 2008). Although we 
cannot demonstrate the presence of the attachment of 
the nuchal ligament in the axis of Eucyon khoikhoi, 
its resemblance with those of the living jackals, points 
to its presence. This canid possesses a comparable 
skeleton to that of E. montecinensis and E. davisi, 
but with some minor differences in the long-bone 
proportions. Compared with the known dimension of 
the maximum length of the radius, E. khoikhoi (134.94 
and 124.11 mm) and, in lesser degree, E. monticinensis 
(120.43 mm), have a relatively elongated radius to 
those of the primitive E. davisi (114.6 mm) (Tedford 
et al., 2009) (Supporting Information, Table S2). The 
length of the Mc III is comparable among the three 
species. The South African species also differs to the 
type species and the Italian one in the slenderer tibia. 
Based on the known dentognathic and postcranial 
remains of Eucyon spp., we have calculated their body 
mass and compared them with some living canini 
and vulpini (Supporting Information, Table S5). The 
new canid from Langebaanweg has a body mass 
estimation of 8.944 kg (5.187–12.547 kg), which is 
bigger than the East African E. intrepidus, but similar 
to others from Africa, like E. kuta, and the European 
E. monticinensis and E. debonisi. Our body mass 
inferences indicate that E. khoikhoi is smaller than 
the Eurasian Late Pliocene E. marinae, E. odessanus 
and E. zhoui, and is much smaller than the North 
American E. ferox [23.5 kg following Bartolini Lucenti 
& Rook (2020)]. Thus, the body mass of E. khoikhoi is 
analogous to the females of L. mesomelas, and similar 
to the average for the species Canis aureus. The overall 
morphology of the skull, dentition and postcranial 
skeleton of E. khoikhoi suggests that it may have had a 
comparable role in the ecosystem to those of the living 
African jackals, more specifically, like the side-striped 

jackal (Schaeffia adusta), which possesses the most 
hypocarnivorous/omnivorous scavenger diet of these 
jackals (Ewer, 1956, 1973; Van Valkenburgh & Koepfli, 
1993; Nowak, 2005).

CONCLUSION

The description of the unpublished material of 
Canidae from Langebaanweg, (South Africa) allows 
us to define a new species: Eucyon khoikhoi. This new 
species contributes substantially to the knowledge of 
the initial Canidae radiation in Africa, for the quality 
of the sample that includes cranial, dentognathic and 
postcranial bones from a site close to the Mio-Pliocene 
boundary and close to the first records of this family in 
the Old-World continents. The differences with respect 
to the type species Eucyon davisi, the oldest and 
better-known species Eucyon ferox (North America) 
and Eucyon debonisi (western Europe) are clear, and 
indicate that the South African species has a more 
robust dentition, with more elongated second molars. 
Our phylogenetic analysis shows that E. khoikhoi is 
the most basal canini of an African clade composed of 
E. wokari + ?Nyctereutes barryi + ?Schaeffia mohibi 
+ Schaeffia adusta (extant side-striped jackal). We 
also suggest that the Late Miocene Eucyon intrepidus 
from East Africa could belong to the same clade, and 
the Middle Pliocene Eucyon kuta could represent a 
different member, being more closely related with the 
Lupulella group.

ACKNOWLEDGEMENTS

We thank the following curators and collection 
managers for access to comparative material under 
their care: E. Westwig and J. Galkin (AMNH), J. 
Galindo (ICP), E. López Errasquin (MNCN), D. Kalthoff 
(NRM), S. Govender (SAM-PQL) and J. Opperman 
(SAM-ZM). We are grateful to Q. Jiangzuo (IVPP) who 
kindly provided photographs of the fossils of Eucyon 
davisi from North America and China, Eucyon zhoui 
from China and Canis ferox from North America, 
and photographs of a cast of Eucyon odessanus from 
Ukraine, housed at AMNH. We thank L. Rook for the 
cast of Eucyon monticinensis and for helping us with the 
dental measurements on E. odessanus. We especially 
thank Nuria García (UCM) for providing casts of 
Eucyon intrepidus from Lemudong’o and Amba East 
Vertebrate Locality 1, Kuseralee Member, Sagantole 
Fm, Eucyon wokari from Aramis Member, Sagantole 
Fm, in the Middle Awash Valley, Ethiopia and Eucyon 
davisi from North America. Our gratitude to J. F. 
Pastor (VAL, Valladolid, Spain) for the loan of Canis 
lupaster and W. Black (curator archaeology, Iziko) for 

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024

http://academic.oup.com/zoolinnean/article-lookup/doi/10.1093/zoolinnean/zlab022#supplementary-data
http://academic.oup.com/zoolinnean/article-lookup/doi/10.1093/zoolinnean/zlab022#supplementary-data


A NEW EUCYON FROM SOUTH AFRICA  389

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

her assistance with the etymology of the new species. 
We also thanks the editor M. Christenhusz, and two 
anonymous reviewers for their useful comments and 
suggestions, which significantly improved the original 
manuscript.

FUNDING

AV received support from the American Museum of 
Natural History Collection Study Grant Program 
2014. The support of the DST-NFR Centre of 
Excellence in Palaeosciences (CoE-Pal) toward 
this research for AV (COE2018-09POST and 
COE2019-PD07) as well as the “Juan de la Cierva 
Formación” program (FJC2018-036669-I), from 
the Spanish Ministry of Science, Innovation and 
Universities is hereby acknowledged. Opinions 
expressed and conclusions arrived at are those of 
the author and are not necessarily to be attributed 
to the CoE. RG was funded through the NRF/AOP 
Grant (UID98834). This study was also supported 
by the project PGC2018-094122-B-100 (Ministerio 
de Investigación e Innovación), E33_17R (Gobierno 
de Aragón) and the Research Group BSCH-UCM 
910607.

REFERENCES

Albright LB III, Woodburne MO, Fremd TJ, Swisher CC 
III , MacFadden  BJ , Scott   GR.  2008.  Revised 
chronostratigraphy and biostratigraphy of the John Day 
Formation (Turtle Cove and Kimberly members), Oregon, 
with implications for updated calibration of the Arikareean 
north American land mammal age. Journal of Geology 116: 
211–237.

Anyonge W. 1993. Body mass in large extant and extinct 
carnivores. Journal of Zoology (London) 231: 339–350.

Atickem A, Stenseth NC, Drouilly M, Bock S, Roos C, 
Zinner D. 2017. Deep divergence among mitochondrial 
lineages in African jackals. Zoologica Scripta 47: 1–8.

Barone  R. 1999. Anatomie comparée des mammifères 
domestiques, Tome 1, ostéologie. 4me édn. Paris: Éditions 
Vigot.

Barone  R. 2000. Anatomie comparée des mammifères 
domestiques, Tome 2, antrologie et myologie. 4me édn. 
Éditions Paris: Éditions Vigot.

Barry JC. 1987. Large carnivores (Canidae, Hyaenidae, 
Felidae) from Laetoli. In: Leakey MD, Harris JM, eds. Laetoli: 
a Pliocene site in northern Tanzania. Oxford: Clarendon, 
235–258.

Bartolini Lucenti S. 2018. Nyctereutes Temminck, 1838 
(Mammalia, Canidae): a revision of the genus across the Old 
World during Plio-Pleistocene times. Fossilia 2018: 7–10.

Bartolini Lucenti S, Rook L. 2020. “Canis” ferox revisited: 
diet ecomorphology of some long gone (late Miocene and 
Pliocene) fossil dogs. Journal of Mammal Evolution. 
Doi:10.1007/s10914-020-09500-1.

Bartolini Lucenti S, Rook L, Morales J. 2018. Nyctereutes 
(Mammalia, Carnivora, Canidae) from Layna and the 
Eurasian raccoon-dogs: an updated revision. Rivista Italiana 
di Paleontologia e Stratigrafia 124: 597–616.

Bertè DF. 2017. Remarks on the skull morphology of Canis 
lupaster Hemprich and Herenberg, 1832 from the collection 
of the natural history museum “G. Doria” of Genoa, Italy. 
Natural History Sciences 4: 19–11.

de Bonis L, Peigné S, Likius A, Mackaye HT, Vignaud P, 
Brunet M. 2007. The oldest African fox (Vulpes riffautae n. sp., 
Canidae, Carnivora) recovered in late Miocene deposits of the 
Djurab desert, Chad. Naturwissenschaften 94: 575e580.

Bowdich TE. 1821. An analysis of the natural classifications 
of Mammalia, for the use of students and travellers. Paris: J. 
Smith.

Broom R. 1948. Some South African Pliocene and Pleistocene 
mammals. Annals of the Transvaal Museum 21: 1–38.

Brumfitt IM, Chinsamy A, Compton JS. 2013. Depositional 
environment and bone diagenesis of the Mio/Pliocene 
Langebaanweg Bonebed, South Africa. South African 
Journal of Geology 116: 241–258.

Crusafont M. 1950. El primer representante del género Canis 
en el Pontiense Euroasiático (Canis cipio n. sp.). Boletín de 
la Real Sociedad Española de Historia Natural 48: 43–51.

Daguenet  T, Sen  S. 2019. Phylogenetic relationships 
of Nyctereutes Temminck, 1838 (Canidae, Carnivora, 
Mammalia) from early Pliocene of Çalta, Turkey. In: 
de Bonis L, Werdelin L, eds. Memorial to Stéphane Peigné: 
carnivores (Hyaenodonta and Carnivora) of the Cenozoic. 
Geodiversitas 41: 663–677.

Depéret C. 1890. Les animaux Pliocènes du Roussillon. 
Mémoires de la Société Géologique de France 3: 7–195.

Desmarest AG. 1822. Mammalogie ou description des espèces 
de mammifères. Seconde partie, contenant les ordres de 
rongeurs des édentes, des pachydermes, des ruminants et 
des cétacées. Encyclopédie Méthodique 7: 277–555.

Evans  HE, de  Lahunta  A. 2010. Miller´s guide to the 
dissection of the dog, 4th edn. Philadelphia: WB Saunders 
Company.

Evans HE, de Lahunta A. 2013. Miller´s anatomy of the dog, 
4th edn. Philadelphia: WB Saunders Company.

Ewer RF. 1956. The fossil carnivores of the Transvaal Caves: 
Canidae. Proceedings of the Zoological Society, London 126: 
97–119.

Ewer RF. 1973. The carnivores. Ithaca: Cornell University 
Press.

Ficcarelli G, Torre D, Turner A. 1984. First evidence for the 
presence of a species of raccoon dog, Nyctereutes Temminck, 
1838, in South African Plio-Pleistocene deposits. Bulletino 
della Società Paleontologica Italiana 23: 125–130.

Figueirido B, Pérez-Claros JA, Hunt RM Jr, Palmqvist P. 
2011. Body mass estimations in amphicyonid carnivoran 
mammals: a multiple regression approach from the skull and 
skeleton. Acta Palaeontologica Polonica 56: 225–246.

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024

https://doi.org/10.1007/s10914-020-09500-1


390  A. VALENCIANO ET AL.

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

Fischer G. 1817. Adversaria zoologica. Mémoires de la Société 
Imperiale des Naturalistes de Moscou 5: 368–428.

Frisch JL. 1775. Das Natur-System der vierfüßigen Thiere 
in Tabellen, darinnen alle Ordnungen, Geschlechte und 
Arten, nicht nur mit bestimmenden Benennungen, sondern 
beygesetzten unterscheidenden Kennzeichen angezeigt 
werden zum Nutzen der erwachsenen Schuljugend. Głogów: 
C. F. Günther, 1–30.

García N. 2008. New Eucyon remains from the Pliocene 
Aramis Member (Sagantole Formation), Middle Awash 
Valley (Ethiopia). Comptes Rendus Palevol 7: 583–590.

Geraads D. 2011. A revision of the fossil Canidae (Mammalia) 
of north-western Africa. Paleontology 54: 429–446.

Geraads D, Alemseged Z, Bobe R, Reed D. 2010. Nyctereutes 
lockwoodi, n. sp., a new canid (Carnivora: Mammalia) from 
the middle Pliocene of Dikika, Lower Awash, Ethiopia. 
Journal of Vertebrate Paleontology 30: 981–987.

Gibert  L, Scott  GR, Montoya  P, Ruiz-Sánchez  FJ, 
Morales J, Luque L, Abella J, Lería M. 2013. Evidence 
for an African Iberian mammal dispersal during the pre-
evaporitic Messinian. Geology 41: 691–694.

Ginsburg  L. 1999. Order Carnivora. In: Rössner  GE, 
Heissig K, eds. The Miocene land mammals of Europe. 
Munich: Friedrich Pfeil, 109–148.

Govender  R.  2015. Preliminary phylogenetics and 
biogeographic history of the Pliocene seal. Homiphoca 
capensis from Langebaanweg, South Africa. Transactions of 
the Royal Society of South Africa 70: 25–39.

Govender R, Avery G, Chinsamy A. 2011. Pathologies in 
the Early Pliocene phocid seals from Langebaanweg, South 
Africa. South African Journal of Science 107: 72–77.

Govender R, Chinsamy A, Ackermann RR. 2012. Anatomical 
and landmark morphometric analysis of fossil phocid seal 
remains from Langebaanweg, West Coast of South Africa. 
Transactions of the Royal Society of South Africa 67: 135–149.

Haile-Selassie Y, Howell FC. 2009. Carnivora. In: Haile-
Selassie Y, Woldegabriel G, eds. Ardipithecus kadabba: Late 
Miocene evidence from the Middle Awash, Ethiopia. The 
Middle Awash Series. Berkeley: University of California 
Press, 237–275.

Hartstone-Rose  A, Stynder  DD. 2013. Hypercarnivory, 
durophagy or generalised carnivory in the Mio-Pliocene hyaenids 
of South Africa? South African Journal of Science 109: 77–87.

Hartstone-Rose A, Brown KN, Leischner CL, Drayton KD. 
2016. Diverse diets of the Mio-Pliocene carnivorans of 
Langebaanweg, South Africa. South African Journal of 
Science 112: 1–14.

Hemprich FG, Ehrenberg CG. 1832. Symbolae physicae, seu 
icones et descriptiones corporum naturalium novorum aut 
minus cognitorum quae ex itin eribus per Libyam Aegyptum 
Nubiam Dongolam Syrian Arabiam et Habessianiam, pars 
zoologica II, anima. Plates. Berlin: Officina Academica.

Hendey  QB. 1972. The evolution and dispersal of the 
Monachinae (Mammalia: Pinnipedia). Annals of the South 
African Museum 59: 99–113.

Hendey QB. 1974. The late Cenozoic Carnivora of the South-
Western cape province. Annals of the South African Museum 
63: 1–369.

Hendey QB. 1976. The Pliocene fossil occurrences in ‘E’ 
Quarry, Langebaanweg, South Africa. Annals of the South 
African Museum 69: 215–247.

Hendey QB. 1978a. Late Tertiary Mustelidae (Mammalia, 
Carnivora) from Langebaanweg, South Africa. Annals of the 
South African Museum 76: 329–357.

Hendey  QB.  1978b. Late Tertiary Hyaenidae from 
Langebaanweg, South Africa, and their relevance to the 
phylogeny of the family. Annals of the South African Museum 
76: 265–297.

Hendey QB. 1978c. The age of the fossils from Baard’s Quarry, 
Langebaanweg, South Africa. Annals of the South African 
Museum 76: 1–24.

Hendey QB. 1980. Agriotherium (Mammalia, Ursidae) from 
Langebaanweg, South Africa, and relationships of the genus. 
Annals of the South African Museum 81: 1–109.

Hendey QB. 1981a. Palaeoecology of the Late Tertiary fossil 
occurrences in ‘E’ Quarry, Langebaanweg, South Africa, and 
a reinterpretation of their geological context. Annals of the 
South African Museum 84: 1–104.

Hendey QB. 1981b. Geological succession at Langebaanweg, 
Cape Province, and global events of the late Tertiary. South 
African Journal of Science 77: 33–38.

Hendey QB. 1989. Langebaanweg: a record of past life. Cape 
Town: South African Museum.

Hilgen FJ, Lourens LJ, Van Dam JA. 2012. The Neogene 
period. In: Gradstein FM, Ogg JG, Schmitz MD, Ogg GM, eds. 
The Geologic Time Scale 2012. Amsterdam: Elsevier, 923–978.

Hilzheimer M. 1906. Die geographische Verbreitung der 
Afrikanischen Grauschakale. Zoologischer Beobachter 47: 
363–373.

von Holdt BM, Pollinger JP, Earl DA, Knowles JC, 
Boyko AR, Parker H, Geffen E, Pilot M, Jedrzejewski W, 
Jedrzejewska B, Sidorovich V, Greco C, Randi E, 
Musiani M, Kays R, Bustamante CD, Ostrander EA, 
Novembre J, Wayne RK. 2011. A genome-wide perspective 
on the evolutionary history of enigmatic wolf-like canids. 
Genome Research 21: 1294–1305.

Howell FC, García N. 2007. Carnivora (Mammalia) from 
Lemudong’o (Late Miocene: Narok District, Kenya). 
Kirtlandia 56: 121–139.

Johnston CS. 1938. Preliminary report on the vertebrate type 
locality of Cita Canyon, and the description of an ancestral 
coyote. American Journal of Science 35: 383–390.

Kensley BF. 1972. Pliocene marine invertebrates from 
Langebaanweg, Cape Province. Annals of the South African 
Museum 60: 173–190.

Kensley  BF. 1977. A second assemblage of Pliocene 
invertebrate fossils from Langebaanweg, Cape. Annals of the 
South African Museum 72: 189–210.

Koepfli KP, Pollinger J, Godinho R, Robinson J, Lea A, 
Hendricks S, Schweizer RM, Thalmann O, Silva P, 
Fan  Z, Yurchenko  AA, Dobrynin  P, Makunin  A, 
Cahill JA, Shapiro B, Alvares F, Brito JC, Geffen E, 
Leonard JA, Helgen KM, Johnson WE, O’Brien SJ, 
Van Valkenburgh B, Wayne RK. 2015. Genome-wide 
evidence reveals that African and Eurasian golden jackals 
are distinct species. Current Biology 25: 2158–2165.

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024



A NEW EUCYON FROM SOUTH AFRICA  391

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

Kretzoi M. 1943. Kochitis centenii n. g. n. sp., ein altertumlicher 
Creodonte aus dem Oberoligozan Siebenburgens. Földtani 
Közlöny 52: 10–195.

Linnaeus C. 1758. Systema naturae per regna tria naturae, 
secumdum classes, ordines, genera, species, cum characteribus, 
differentiis, synonymis, locis. Stockholm: L. Salvius.

Martin  LD.  1989. Fossil  history of  the terrestrial 
Carnivora. In: Gittleman JL, ed. Carnivore behavior, 
ecology, and evolution, Vol. 1. Ithaca: Cornell University 
Press, 536–568.

Merriam JC. 1911. Tertiary mammal beds of Virgin Valley and 
Thousand Creek in northwestern Nevada. Part II. University 
of California Publications, Bulletin of the Department of 
Geology 6: 199–304.

Miller WE, Carranza-Castañeda O. 1998. Late Tertiary 
canids from central Mexico. Journal of Paleontology 72: 
546–556.

Montoya P, Morales J, Abella J. 2009. Eucyon debonisi 
n. sp., a new Canidae (Mammalia, Carnivora) from the latest 
Miocene of Venta del Moro (Valencia, Spain). Geodiversitas 
31: 709–722.

Morales J, Pickford M, Soria D. 2005. Carnivores from the 
late miocene and basal pliocene of the Tugen Hills, Kenya. 
Revista de la Sociedad Geológica de España 18: 39–61.

Morales J, Peláez-Campomanes P, Abella J, Montoya P, 
Ruiz  FJ , Gibert  L , Scott  G , Cantalapiedra  JL , 
Sanisidro  O. 2013. The Ventian mammal age (latest 
Miocene): present state. Spanish Journal of Palaeontology 
28: 149–160.

Müller S. 1835 [1836]. Jahresbericht über die Fortschritte 
der anatomisch-physiologischen Wissenschaften im Jahre 
1834. Archiv für Anatomie und Physiologie 1835: 1–151, 
225–243.

Munthe K. 1989. The skeleton of Borophaginae (Carnivora, 
Canidae), morphology and function. University of California 
Publications Department of Geological Sciences 133: 1–115.

Nowak RN. 2005. Walker’s carnivores of the world. Baltimore: 
Johns Hopkins University Press.

Odintzov  IA. 1967. New species of Pliocene Carnivora, 
Vulpes odessana sp. nov. from the Karst Cave of Odessa. 
Paleontologichesky Sbornik, Lvov University 4: 130–137.

Oldfield C, Mchenry C, Clausen P, Chamoli U, Parr W, 
Stynder D, Wroe S. 2012. Finite element analysis of ursid 
cranial mechanics and the prediction of feeding behaviour 
in the extinct giant Agriotherium africanum. Journal of 
Zoology 286: 93–171.

Perri AR, Mitchell KJ, Mouton A, Álvarez-Carretero S, 
Hulme-Beaman A, Haile J, Jamieson A, Meachen J, 
Lin  AT , Schubert  BW , Ameen  C , Antipina  EE , 
Bover   P ,  Brace  S ,  Carmagnini   A ,  Carøe  C , 
Samaniego Castruita JA, Chatters JC, Dobney K, 
Dos Reis M, Evin A, Gaubert P, Gopalakrishnan S, 
Gower  G ,  Heiniger   H ,  Helgen  KM ,  Kapp  J , 
Kosintsev PA, Linderholm A, Ozga AT, Presslee S, 
Salis AT, Saremi NF, Shew C, Skerry K, Taranenko DE, 
Thompson M, Sablin MV, Kuzmin YV, Collins MJ, 
Sinding  MS, Gilbert  MTP, Stone  AC, Shapiro  B, 
Van Valkenburgh B, Wayne RK, Larson G, Cooper A, 

Frantz LAF. 2021. Dire wolves were the last of an ancient 
New World canid lineage. Nature 591: 87–91.

Pether J, Roberts DL, Ward J. 2000. Deposits of the west 
coast. In: Partridge TC, Maud RR, eds. The Cenozoic of 
southern Africa. Oxford: Oxford Monographs on Geology and 
Geophysics 40, Oxford University Press, 33–54.

Petter G. 1969. Carnivores pléistocènes du ravin d’Olduvai 
(Tanzanie). In: Leakey LSB, Savage RJG, Coryndon SC, eds. 
Fossil vertebrates of Africa, Vol. 3. London: Academic Press, 
44–100.

Piñero P, Agustí J, Oms O, Fierro I, Montoya P, Mansino S, 
Ruiz Sánchez F, Alba DM, Alberdi MT, Blain HA, 
laplana C, Made JV, Mazo AV, Morales J, Murelaga X, 
Pérez-García A, Pérez-Valera F, Pérez-Valera JA, 
Sevilla P, Soria JM, Romero G. 2017. Early Pliocene 
continental vertebrate fauna at Puerto de la Cadena (SE 
Spain) and its bearing on the marine-continental correlation 
of the Late Neogene of eastern Betics. Palaeogeography, 
Palaeoclimatology, Palaeoecology 479: 102–114.

Pons-Moyà J, Crusafont M. 1978. El Canis cipio Crusafont 
(1950), comparación con los cánidos del Plioceno y Pleistoceno 
europeo. Acta Geológica Hispánica 13: 133–136.

Prevosti FJ. 2010. Phylogeny of the large extinct South 
American canids (Mammalia, Carnivora, Canidae) using a 
‘total evidence’ approach. Cladistics 25: 1–26.

Reynolds SC. 2012. Nyctereutes terblanchei: the raccoon dog 
that never was. South African Journal of Science 108: 64–73.

Roberts DL. 2006a. Lithostratigraphy of the Sandveld Group. 
South African Committee for Stratigraphy Lithostratigraphic 
Series 9: 25–26.

Roberts DL. 2006b. Varswater formation (including the 
Langeenheid Clayey Sand, KoningVlei Gravel, Langeberg 
Quartz Sand and Muishond Fontein Phosphatic Sand 
member). In: Johnson MR, ed. Catalogue of South African 
lithostratigraphic units. Pretoria: South African Committee 
on Stratigraphy, 27–31.

Roberts D, Matthews T, Herries A, Boulter C, Scott L, 
Dondo  C, Mtembi  P, Browning  C, Smith  RMH, 
Haarhoff P, Bateman MD. 2011. Regional and global 
palaeoenvironmental and sea level context of the Late 
Cenozoic Langebaanweg (LBW) palaeontological site: west 
coast of South Africa. Earth-Science Reviews 106: 191–214.

Rook L. 1992. ‘Canis’ monticinensis sp. nov., a new Canidae 
(Carnivora, Mammalia) from the late Messinian of Italy. 
Bollettino della Società Paleontologica Italiana 31: 151–156.

Rook L. 1993. I Cani dell’Eurasia dal Miocene superiore al 
Pleistocene medio. Unpublished D. Phil. Thesis, Universitá 
di Firenze.

Rook L. 2009. The wide ranging genus Eucyon Tedford & Qiu, 
1996 (Mammalia, Carnivora, Canidae, Canini) in the Mio-
Pliocene of the Old World. Geodiversitas 31: 723–741.

Ruiz-Ramoni  D, Prevosti  FJ, Bartolini  Lucenti  S, 
Montellano-Ballesteros M, Carreño AN. 2020. The 
Pliocene canid Cerdocyon avius was not the type of fox that 
we thought. Journal of Vertebrate Paleontology 40: e1774889.

Sardella R. 2008. Remarks on the Messinian carnivores 
(Mammalia) of Italy. Bollettino della Società Paleontologica 
Italiana 47: 195–202.

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024



392  A. VALENCIANO ET AL.

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

Say T. 1823. Canis latrans. In: Carey HC, Lea I, eds. Account 
of an expedition from Pittsburgh to the Rocky Mountains. 
Philadelphia, Pennsylvania: Philadelphia editorial, 168.

Schreber JCD. 1775. Die Säugthiere in Abbildungen nach der 
Natur mit Beschreibungen (Erster Theil). Erlangen: Verlag 
Wolfgang Walther.

Sillero-Zubiri C. 2009. Family Canidae (Dogs). In: Wilson DE, 
Mittermeier RA, eds. Handbook of mammals of the world, 
1. Carnivores. Barcelona: Lynx Editions, 352–446.

Simpson GG. 1945. The principles of classification and a 
classification of mammals. Bulletin of the American Museum 
of Natural History 85: 1–350.

Smith A. 1833. African Zoology. Mammalia. South African 
Quarterly Journal 2: 87.

Smith HC. 1839. The natural history of dogs: Canidae or 
genus Canis of authors; including also the genera Hyaena 
and Proteles. In: Jardine W, ed. Jardine’s naturalist library, 
Vol. 18. Mammalia. Dogs, Vol. 1. Edinburgh: W. H. Lizars, 
77–267.

Smith JB, Dodson P. 2003. A proposal for a standard 
terminology of anatomical notation and orientation in fossil 
vertebrate dentitions. Journal of Vertebrate Paleontology 23: 
1–12.

Smith  RMH, Haarhoff  P. 2006. Sedimentology and 
taphonomy of an Early Pliocene Sivathere Bonebed at 
Langebaanweg, Western Cape Province, South Africa. 
African Natural History 2: 197–198.

Soria D, Aguirre E. 1976. El canido de Layna: revision de 
los Nyctereutes fósiles. Trabajos sobre Neógeno Cuaternario 
5: 83–107.

Sotnikova M, Rook L. 2010. Dispersal of the Canini (Mammalia, 
Canidae: Caninae) across Eurasia during the Late Miocene to 
Early Pleistocene. Quaternary International 122: 86–97.

Spassov  N, Rook  L. 2006. Eucyon marinae sp. nov. 
(Mammalia, Carnivora), a new canid species from the 
Pliocene of Mongolia, with a review of forms referable to the 
genus. Rivista Italiana di Paleontologia e Stratigrafia 112: 
123–133.

Stynder DD. 2009. Tooth crown form as an indicator of niche 
partitioning among Late Miocene/Early Pliocene hyenas from 
‘E’ Quarry, Langebaanweg, South Africa. Paleogeography 
Paleoclimatology and Paleoecology 283: 148–159.

Stynder DD, Kupczik K. 2013. Tooth root morphology in 
the early Pliocene African bear Agriotherium africanum 
(Mammalia, Carnívora, Ursidae) and its implications for 
feeding ecology. Journal of Mammal Evolution 20: 227–237.

Stynder  DD , Ungar  PS , Scott  JR , Schubert  BW. 
2012. A dental microwear texture analysis of the Mio-
Pliocene hyaenids from Langebaanweg, South Africa. Acta 
Palaeontologica Polonica 57: 485–496.

Stynder DD, Desantis LRG, Donohue S., Schubert BW, 
Ungar PS. 2018. A dental microwear texture analysis of 
the early Pliocene African ursid Agriotherium africanum 
(Mammalia, Carnivora, Ursidae). Journal of Mammalian 
Evolution 26: 505–515.

Su DF, Harrison T. 2007. The paleoecology of the Upper Laetoli 
Beds at Laetoli: a reconsideration of the large mammal evidence. 
In: Bobe R, Alemseged Z, Behrensmeyer AK eds. Hominin 

environments in the East African Pliocene: an assessment of the 
faunal evidence. Dordrecht: Springer, 279–313.

Sundevall CJ. 1847. Nya Mammalia från Sydafrika. Öfversigt 
af Kongl Svenska Vetenskaps-Akademiens Förhandlingar 
Stockholm 3: 118–121.

Swofford DL. 2002. PAUP*: phylogenetic analysis using 
parsimony (*and other methods), v.4. Sunderland: Sinauer 
Associates.

Tankard AJ. 1974. Varswater Formation of the Langebaanweg–
Saldanha area, Cape Province. Transactions of the Geological 
Society of South Africa 77: 263–283.

T a n k a r d   A J ,  R o g e r s   J .  1 9 7 8 .  L a t e  C e n o z o i c 
palaeoenvironments on the west coast of southern Africa. 
Journal of Biogeogeography 5: 319–337.

Taron UH, Paijmans JLA, Barlow A, Preick M, Iyengar A, 
Drăgușin V, Vasile Ș, Marciszak A, Roblíčková M, 
Hofreiter M. 2021. Ancient DNA from the Asiatic Wild Dog 
(Cuon alpinus) from Europe. Genes 12: 144.

Tedford RH, Qiu Z-X. 1991. Pliocene Nyctereutes (Carnivora: 
Canidae) from Yushe, Shanxi, with comments on Chinese 
fossil raccoon-dogs. Vertebrata PalAsiatica 29: 176–189.

Tedford RH, Qiu Z-X. 1996. A new canid genus from the Pliocene 
of Yushe, Shanxi Province. Vertebrata PalAsiatica 34: 27–40.

Tedford RH, Wang X-M. 2008. Metalopex a new genus of 
fox (Vulpini, Canidae, Carnivora) from the late Miocene of 
western North America. Natural History Museum of Los 
Angeles County Science Series 41: 273–278.

Tedford RH, Albright LB, Barnosky AD, Ferrusquía 
Villafranca  I, Hunt  RM, Storer  JE, Swisher  CC, 
Voorhies MR, Webb SD, Whistler DP. 2004. Mammalian 
biochronology of the Arikareean through Hemphillian 
interval (late Oligocene through early Pliocene epochs). In: 
Woodburne MO, ed. Late Cretaceous and Cenozoic Mammals 
of North America: Biostratigraphy and Geochronology. New 
York, NY: Columbia University Press, 169–231.

Tedford R, Taylor BE, Wang X. 1995. Phylogeny of the 
Caninae (Carnivora: Canidae): the living taxa. American 
Museum Novitates 3146: 1–37.

Tedford RH, Wang X-M, Taylor BE. 2009. Phylogenetic 
systematic of the North American fossil Caninae (Carnivora: 
Canidae). Bulletin of the American Museum of Natural 
History 325: 1–218.

Temminck  C. 1838. Over de kennis en de verbreiding 
der zoogdieren van Japan. Tijdschrift voor Natuurlijke 
Geschiedenis en Physiologie 5: 273–293.

Tseng ZJ, Stynder DD. 2011. Mosaic functionality in a 
transitional ecomorphology: Skull biomechanics in stem 
Hyaeninae compared to modern South African carnivorans. 
Biological Journal of the Linnean Society 102: 540–559.

Valenciano A, Govender R. 2020a. New insights into the 
giant mustelids (Mammalia Carnivora, Mustelidae) from 
Langebaanweg fossil site (West Coast Fossil Park, South 
Africa, early Pliocene). PeerJ 8: e9221.

Valenciano A, Govender R. 2020b. New Fossils of Mellivora 
benfieldi  (Mammalia, Carnivora, Mustelidae) from 
Langebaanweg ‘E’ Quarry (South Africa, Early Pliocene): 
re-evaluation of the African Neogene Mellivorines. Journal 
of Vertebrate Paleontology 40: e1817754.

D
ow

nloaded from
 https://academ

ic.oup.com
/zoolinnean/article/194/2/366/6288410 by guest on 20 April 2024



A NEW EUCYON FROM SOUTH AFRICA  393

© 2021 The Linnean Society of London, Zoological Journal of the Linnean Society, 2022, 194, 366–394

Van den Brink FH. 1973. Distribution and speciation of some 
carnivores. Mammal Review 3: 85–95.

Van Valkenburgh B. 1990. Skeletal and dental predictors 
of body mass in carnivores. In: Damuth J, Macfadden BJ, 
eds. Body size in mammalian paleobiology: estimation and 
biological implications. Cambridge: Cambridge University 
Press, 181–205.

Van Valkenburgh B, Koepfli KP. 1993. Cranial and dental 
adaptations to predation in canids. Symposium of the 
Zoological Society of London 65: 15–37.

Viranta S, Atickem A, Werdelin L, Stenseth NC. 2017. 
Rediscovering a forgotten canid species. BMC Zoology 2: 6.

Waibl   H ,  Gasse  H ,  Hashimoto  Y ,  Burdas  KD , 
Constantinescu GM, Saber AS, Simoens P, Salazar I, 
Sotonyi P, Augsburger H, Bragulla H. 2005. Nomina 
anatomica veterinaria, 5th edn. Hannover, Columbia, Ghent 
and Sapporo: International Committee on Veterinary Gross 
Anatomical Nomenclature. World Association of Veterinary, 
Anatomists, editorials Committee.

Wang X-M, Tedford RH, Taylor BE. 1999. Phylogenetic 
systematics of the Borophaginae (Carnivora: Canidae). Bulletin 
of the American Museum of Natural History 243: 1–391.

Wang X-M, Tedford RH, Antón M. 2008. Dogs: their fossil 
relatives and evolutionary history. New York: Columbia 
University Press.

Werdelin L. 2006. The position of Langebaanweg in the evolution 
of Carnivora in Africa, African Natural History 2: 201–202.

Werdelin L. 2010. Chapter 3. Chronology of Neogene mammal 
localities. In: Werdelin L, Sanders WJ, eds. Cenozoic mammals 
of Africa. Berkeley: University of California Press, 27–43.

Werdelin L, Dehghani R. 2011. Carnivora. In: Harrison T, 
ed. Paleontology and geology of Laetoli: human evolution 
in context. Vertebrate paleobiology and paleoanthropology 
series. Dordrecht: Springer, 189–232.

Werdelin L, Lewis E. 2001. A revision of the genus Dinofelis 
(Marnmalia, Felidae). Zoological Journal of the Linnean 
Society 132: 147–258.

Werdelin L, Peigné S. 2010. Chapter 32. Carnivora. In: 
Werdelin L, Sanders WJ, eds. Cenozoic mammals of Africa. 
Berkeley: University of California Press, 603–657.

Werdelin L, Sardella R. 2007. The “Homotherium” from 
Langebaanweg, South Africa and the origin of Homotherium, 
Palaeontographica, Abteilung A 277: 123–130.

Werdelin  L, Turner  A, Solounias  N. 1994. Studies 
of fossil hyaenids: the genera Hyaenictis Gaudry and 
Chasmaporthetes Hay, with a reconsideration of the 
Hyaenidae of Langebaanweg, South Africa. Zoological 
Journal of the Linnean Society 111: 197–217.

Werdelin L, Lewis ME, Haile-Selassie Y. 2014a. Mid-
Pliocene Carnivora from the Woranso-Mille Area, Afar 
Region, Ethiopia. Journal of Mammalian Evolution 21: 
331–347.

Werdelin  L, Lewis  ME, Haile-Selassie  Y. 2014b. A 
critical review of African species of Eucyon (Mammalia; 
Carnivora; Canidae), with a new species from the Pliocene 
of the Woranso-Mille Area, Afar Region, Ethiopia. Papers in 
Palaeontology 2014: 1–8.

Wilson  DE, Mittermeier  RA. 2009. Handbook of the 
mammals of the world, Vol. 1. Carnivores. Barcelona: Lynx 
Editions.
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SUPPORTING INFORMATION

Additional Supporting Information may be found in the online version of this article at the publisher’s web-site.

Figure S1. Postcranial measurements used in this work. A, B, atlas: A, ventral; B, cranial views. C, D, axis: C, 
lateral; D, ventral views. E, F, cervical vertebrae (C3–7): E, lateral; F, cranial views. G, H, caudal vertebra: G, 
lateral; and H, dorsal views. I–K, humerus: I, cranial; J, lateral; K, proximal views. L–O: radius: L, proximal; 
M, distal; N, cranial; O, medial views. P, Q, ulna: P, cranial; Q, medial views. R, scapula, ventral view; S, T: 
metacarpals: S, lateral; T, dorsal views. U, V, first phalanges: U, dorsal; V, proximal views. W, X, second phalanges: 
W, dorsal; X, proximal views. Y, Z, ungual phalange: Y, lateral; Z, proximal views. Aa, Ab, pyramidal: Aa, lateral; 
Ab, dorsal views. Ac, Ad, magnum: Ac, medial; Ad, dorsal views. Ae, Af, ectocuneiform: Ae, medial; Af, proximal 
views. Ag, Ah, tibia: Ag, cranial; Ah, lateral views. Meaning of the measurements: atlas: 1, maximum width; 2, 
lateromedial width of the cranial articular processes; 3, craniocaudal length of the vertebral body; 4, lateromedial 
width of the caudal articular processes; 5, dorsoventral height; 6, width of the wing. Axis: 1, length of the vertebral 
body; 2,maximum dorsoventral height; 3, lateromedial width of the articular process; 4, lateromedial width of 
the transverse processes; 5, height of the spinous process; 6, length of the spinous process. Cervical vertebrae 
(C3–7): 1, length vertebral body; 2, lateromedial width of the transverse processes; 3, maximum height. Caudal 
vertebrae: 1, length vertebral body; 2, lateromedial width of the transverse processes. Humerus: 1, maximum 
total length; 2, craniocaudal length of the proximal epiphysis; 3, lateromedial width of the proximal epiphysis; 
4, proximodistal height of the humerus head; 5, lateromedial width of the diaphyseal shaft measured at the last 
third of the bone, where the lateral crest of m. anconeus finish; 6, craniocaudal width of the previous measurement 
(5); 7, height of the medial epicondyle; 8, maximum lateromedial width of the distal epiphysis; 9, lateromedial 
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length of the trochlea–capitulum; 10, craniocaudal height of the trochlea–capitulum; 11, craniocaudal width of 
the lateral epicondyle including the capitulum. Radius: 1, total length; 2 (lateromedial); 3, (craniocaudal) widths 
of the proximal epiphysis; 4, (lateromedial); 5, (craniocaudal) widths of the middle point of the diaphysis; 6, 
(lateromedial); 7, (craniocaudal) widths of the distal epiphysis. Ulna: 1, maximum total length; 2, maximum 
lateromedial width; 3, maximum craniocaudal width of the olecranon tuber; 4, proximodistal height of the proximal 
epiphysis of the ulna, measured from the proximal edge of the olecranon to the distal edge of the radial notch; 5, 
proximodistal height of the trochlear notch; 6, proximodistal height of the olecranon; 7, lateromedial width of the 
radial notch, comprising both medial and lateral coronoid processes; 8 (lateromedial), 9 (craniocaudal) widths of 
the middle point of the diaphysis. Scapula: 1, craniocaudal length of ventral angles comprising the glenoid fossa 
and supraglenoid tubercle. Metacarpal: 1, (dorsopalmar), 2, (lateromedial) widths of the proximal epiphysis; 3, 
total length; 4, (dorsopalmar), 5, (lateromedial) widths of the middle point of the diaphysis; 6, (dorsopalmar), 7, 
(lateromedial) widths of the distal epiphysis. First–second phalanges: 1, total length; 2, lateromedial width of the 
proximal epiphysis; 3, lateromedial width of the distal epiphysis; 4, dorsopalmar height of the proximal epiphysis. 
Ungual phalanges: 1, total length; 2, lateromedial width of the proximal epiphysis; 3, maximum dorsopalmar 
height. Pyramidal: 1, maximum length; 2, maximum dorsopalmar width; 3, proximodistal height. Magnum: 1, 
maximum proximodistal width; 2, maximum dorsopalmar length; 3, lateromedial width of the palmar area; 4, 
lateromedial width of the dorsal area. Ectocuneiform: 1, maximum length; 2, craniocaudal length of the distal 
facet; 3, maximum width; 4, maximum height. Tibia: 1, lateromedial, 2, craniocaudal widths of the middle point 
of the shaft.
Data S1. Character–taxon matrix in nexus format.
Table S1. Location of Eucyon khoikhoi from Langebaanweg, including units, beds and horizons.
Table S2. Postcranial measurements (in mm) of the new specimens of Eucyon khoikhoi from Langebaanweg and 
Eucyon monticinensis from Brishiguela. Meaning of the measurements explained in Supporting Information, 
Figure S1.
Table S3. Descriptions of characters used in the phylogenetic analysis performed in this work.
Table S4. Synapomorphies for selected nodes (see Fig. 9), as indicated by character numbers followed by character 
states within parentheses. Italics denote ambiguous synapomorphies.
Table S5. Estimations on body mass of Eucyon spp. in kg, compared with living canini and vulpini. Abbreviations: 
F, females; L, length; M, males. Source: Van Valkenburgh (1990); Rook (1992, 1993); Anyonge (1993); Tedford & 
Qiu (1996); Spassov & Rook (2006); Haile-Selassie & Howell (2009); Montoya et al. (2009); Sillero-Zubiri (2009); 
Tedford et al. (2009); Figueirido et al. (2011); Werdelin et al. (2014b).
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