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We report here new and the first mammaliamorph tracks from the Early Cretaceous of Africa. The tracksite, that
also bears crocodylomorph and sauropod dinosaurian tracks, is in the Catoca diamondmine, Lunda Sul Province,
Angola. The mammaliamorph tracks have a unique morphology, attributed to Catocapes angolanus ichnogen. et
ichnosp. nov. and present an anterolateral projection of digit I and V. The tracks with an average length of
2.7 cm andwidth of 3.2 cm are the largestmammaliamorph tracks known from the Early Cretaceous unmatched
in size in the skeletal fossil record. The crocodylomorph trackways and tracks are attributed to Angolaichnus
adamanticus ichnogen. et ichnosp. nov. (‘ichnofamily’ Batrachopodidae) and present a functionally pentadactyl
pes, an extremely outwardly rotated handprint, and an unusual tetradactyl and plantigrade manus. One medi-
um-sized sauropod dinosaur trackway preserved skin impressions of a trackmaker with stride length of 1.6 m;
a second is that of a small-sized sauropod trackmaker with a pace length of 75 cm.

© 2017 Published by Elsevier B.V.
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1. Introduction

The Catoca Mine near Saurimo in Lunda Sul Province, Angola, is the
fourth largest diamond mine in the world (Fig. 1A). Within sediments
preserved in a crater associated with the kimberlite pipe that created
the resource are mammaliamorph, crocodylomorph, and dinosaur foot-
prints,with one sauropoddinosaur print preserving the skin impression
(Marzola et al., 2014, 2015). The kimberlite pipe is located along the
Lucapa Fault Zone and has a U-Pb radiometric date on zircons from
the kimberlite of ~118 Ma (Late Aptian), providing a maximum age
for the lacustrine fill preserving the tracks (Robles-Cruz et al., 2012;
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Nikitina et al., 2012), thusmaking the Catoca tracksite themost precise-
ly numerically constrained Early Cretaceous terrestrial fossil locality in
Africa (Fig. 1B–C). Datation to 118 Ma on zircons must be considered
the maximum estimate, because of the xenogenic origin of the mineral
in kimberlite magma: an error of about 2 Ma is possible, and the date
118 Ma is only the peak value of many individual measurements be-
tween 114 and 123 Ma (Robles-Cruz et al., 2012).

Moreover, the Lucapa Fault Zone can be traced southwestward to
the coast, where it influenced the setting for Late Cretaceous marine
vertebrate fossil deposition on the continental shelf, and it can be traced
further to the Mid-Atlantic Ridge (Eagles, 2007; Guiraud et al., 2010).
The age of the Catoca kimberlite indicates it was emplaced as little as
2 My after the beginning of seafloor crust accretion north of theWalvis
Ridge in the South Atlantic Ocean (Real, 1958; Gaina et al., 2013). Our
purpose is to describe the Catoca tracks and identify them as precisely
as possible. Fossils are not necessarily rare in volcanic craters globally.
However, because of the geologic setting of the Catoca tracks, and be-
cause of their precise dating, we can relate this fossil locality to events
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Fig. 1. (A) Catoca global position; (B) Chrono-litho-stratigraphy of “Catoca beds”; (C)
Model of the Catoca sedimentary basin (modified after Pervov et al., 2011).
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and structures in the breakup of Gondwana, and we can determine the
paleolatitude of the locality, which provides a first order indication of
the paleoenvironment in which it was formed.

2. Geological setting

Cretaceous outcrops in Angola are mainly distributed along the
coast, and are related to the Late Cretaceous opening and growth of
the South Atlantic (Jacobs et al., 2006, 2009). The Cretaceous vertebrate
fauna known from Angola is summarized in Mateus et al. (2012).
Among the marine amniotes from the Cretaceous of Angola are turtles
(Mateus et al., 2009), mosasaurs (Schulp et al., 2006; Polcyn et al.,
2007, 2010, 2012), and plesiosaurs (Araújo et al., 2015). Dinosaurs
and a pterosaurs are the only terrestrial amniotes reported previously
from the Angolan Cretaceous (Mateus et al., 2011; Mateus et al.,
2012). The Catoca crater is the only completely terrestrial Cretaceous
fossil locality known in Angola.

Volcanic craters are usually filled initially by a coarse-grained mate-
rial from the collapse of the crater walls, followed by lacustrine sedi-
ments (White and Ross, 2011). The lake filling the Catoca crater was
no N500–600 m in diameter.The tracks were encountered around the
southern periphery of the Catoca crater at several levels within a 25–
30m thick section of sediments (Figs. 1C, 2A–F). Sedimentary structures
include graded bedding, load casts, mud-cracks, ripplemarks, crescentic
scourmarks, andflame structures, indicating shallow-water alluvial and
turbidity flow deposition in a shallow-water intermittent lake (Pervov
et al., 2011) (Fig. 2A–B, F–H). At Catoca, the track-bearing strata dip
60°–70° toward the crater center indicating syn- and post-depositional
subsidence and faulting (Fig. 2A).

The tracks are preserved in three different horizons of fine-grained,
shaly, purple-red mudstones (Figs. 2D–F, 3–7). Two horizon yielded
70 distinct crocodylomorph and mammaliamorph tracks (Figs. 2E–F,
3–4); an upper horizons preserved the dinosaur trackswith the skin im-
pression (Figs. 2D, 5–7). In close proximity to the slab MGUAN-PA601
bearing the mammaliamorph tracks (Fig. 2F, see chapter 3 Material
and methods), three well-preserved Scolicia-like snail trails were asso-
ciated with a mud-cracked surface (Fig. 2G–H). Sparse coalified relics
of sedge-like plants were encountered in mudstone at this stratigraphic
level.

3. Material and methods

The tracks collected in Catoca Mine are preserved as true tracks
(negative epireliefs), distributed on three bedding planes, made by
crocodylomorph, sauropod dinosaur, and mammaliamorph trackmakers.
The site (Fig. 2C)was discovered by one of us (VP) inDecember 2010; the
CatocaDiamondMineCompanymanagement remarkablydecided to sus-
pendmining operations at that sector of themine, pending the follow-up
field trip in July 2011 by OM and VP. During this visit the track-site was
mapped in detail, and a selection of some of the small trackswas excavat-
ed, including a chaotically tramples surface bearingmammaliamorph and
crocodylomorph tracks (Figs. 2F, 3) and one crocodylomorph trackway
(Figs. 2E, 4). A sample of skin impression of a sauropod dinosaur track
was recovered (Fig. 6B). The large size of the dinosaur tracks so far pre-
cluded recovery of the dinosaur trackways (Figs. 5–7).

The material will be housed in the collections of the Geological
Museum of Universidade Agostinho Neto-PaleoAngola Project (Catoca
collection) in Luanda, Angola, under the acronymMGUAN-PA. Registra-
tion number has been assigned as follows: MGUAN-PA600 is a slab
bearing one crocodylomorph trackway (trackway 1) (Fig. 4); MGUAN-
PA601 is a slab bearing the main chaotically trampled surface with
mammaliamorph and crocodylomorph isolated tracks and one
crocodylomorph trackway (trackway 2) (Fig. 3); MGUAN-PA602 is a
sauropod dinosaur foot skin impression (Fig. 6B).

In the text, two sauropod dinosaur trackwayswill be also described as
trackway 3 (Figs. 5, 6) and trackway 4 (Figs. 5, 7). Because of the weak
preservation of both trackways, the size of each track, and the lack of
time, these tracks were not collected during the visit in July 2011, and,
up to date, have gone lost by the mining activity. Their description is
based on field observation and photographs. Skin impression MGUAN-
PA602 was collected from one track 4 of trackway 3 (see chapters 5.2
and 5.3).

To avoid confusion between the text and the images, in the manu-
script we kept the field numbers attributed to each track.



Fig. 2. (A) The sedimentary sequence including footprints of variousMesozoic animals. Intercalation of sand, silt andmudstones. The thickest layer in the center is 15 cm thick. Steep inclination
is related to intra-crater tectonic processes; (B) Cross section of a sample with mammal-like animal footprints on its surface. Intercalation of tuffaceous sand-, silt and mudstones. Tuffaceous
sandstone includes metamorphic rock clasts and numerous phlogopite flakes. The upper mudstone surface shows desiccation cracks; (C) Overview of the Catoca outcrop in July 2011;
photographs in perspective of (D) the two sauropod dinosaur trackway 3 and trackway 4, (E) slab MGUAN-PA600 bearing the crocodylomorph trackway 1, and (F) the chaotically trampled
surface MGUAN-PA601 bearing mammaliamorph and crocodylomorph isolated tracks and trackway 2 with evident ripple marks in the upper part; (G) and (H) Scolicia-like snail trails
associated with a mud-cracked surface.

222 O. Mateus et al. / Palaeogeography, Palaeoclimatology, Palaeoecology 471 (2017) 220–232
Digit, track, and trackway measurements were taken directly in the
field or on the originalmaterial when collected. In crocodylomorph track-
ways, pace and stride lengths, and pace angulation, were measured
between points defined by the junction of digit III with the metacarpal
or metatarsal, while pes-manus rotation was measured along digit III
axis of each track. For the outline drawings, the specimens were traced



Fig. 3. (A)Drawing based on thefield sketchmade byOMof the chaotically trampled surfaced bearingmammaliamorph (black) and crocodylomorph (blue) tracks. The broken rectangular
line, zoomed in (B), enlightens thepossible crocodylomorph trackway2 and themammaliamorph track 03. (For interpretation of the references to colour in this figure legend, the reader is
referred to the web version of this article.)
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on transparent plastic films at their original scale. 3D digital photogram-
metric models were reconstructed based on photographs taken directly
from the stored material at ML.

Mesozoic mammal-like tracks (Leonardi, 1987; Lockley et al., 2004a;
De Valais, 2009; Contessi, 2013) are identified by pentadactyl and
mesaxonic morphology of the relative small-sized track, digit length up
to 1.5 cm, divergent central digits (II–IV)with shorter andmore divergent
Fig. 4. Angolaichnus adamanticus ichnogen. et ichnosp. nov. holotype trackw
lateral digits I and V, typical for ancient eutherians,multituberculates, and
triconodonts (Lockley and Foster, 2003) (Fig. 8). No phalangeal formula
can be calculated for the Catoca tracks, due to the absence of preserved
phalangeal pad impressions, but the symmetry and relative lengths of
digits is consistent with a 2-3-3-3-3 formula rather than that of
lepidosaurs, which have greatly varying digit lengths due to their phalan-
geal formulae (Lockley and Foster, 2003).Mammal tracks present straight
ay 1 in MGUAN-PA600. (A) photograph; (B) interpretative drawing.



Fig. 5. (A)Overviewof thedinosaur trackways from theCatocamine; (B) annotated version of (A)with the chaotically trampled surfaceMGUAN-PA601 indicatedwith thedashed line and
sauropod trackway3 (blue) and sauropod trackway 4 (yellow)with relatively best preserved tracks and the skin impressionMGUAN-PA602. (For interpretation of the references to colour
in this figure legend, the reader is referred to the web version of this article.)
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and relatively robust digits, compared to other small pentadactyl tracks,
such as the ichnogenus Rhynchosauroides (Lockley et al., 2004a), which
have slender, curved digits.

3.1. Ichnological abbreviations

ANG = pace angulation; L = track length; LI = length of digit I;
LII = length of digit II; LIII = length of digit III; LIV = length of digit
IV; LV = length of digit V; I–II = angle between digits I and II; II–
III = angle between digits II and III; III–IV = angle between digits III
and IV; IV–V = angle between digits IV and V; I–IV = angle between
digits I and IV; I–V = angle between digits I and V; PL = pace length;
PLm=manus pace length; PLp = pes pace length; SL = stride length;
SLm = manus stride length; SLp = pes stride length; TWe = external
pes width; TWi = internal pes width; TWm = manus trackway
width; TWp = medial pes width; W = track width.

4. Mesozoic crocodylomorph and mammalian records

4.1. Mesozoic crocodylomorph track record

Mesozoic crocodylomorph and crocodilian tracks and trackways are
attributed to the ichnofamily Batrachopodidae Lull, 1904. It extends
Fig. 6. Sauropod trackway 3. (A) photograph in perspective; (B) photog
from the Triassic of France (Lapparent and Montenat, 1967), Lesotho
(Ellenberger and Ellenberger, 1960) and North America (Hitchcock,
1889; Wanner, 1889; Bock, 1952; Silvestri and Szajna, 1993) to the
end of Mesozoic era, as testified by the Early Cretaceous ichnogenus
Crocodylopodus Fuentes Vidarte and Meijide Calvo, 1999, and Late Cre-
taceous batrachopodid tracks from Brazil (Leonardi, 1994) andMorocco
(Ambroggi and Lapparent, 1954a).

Many different ichnogenera and ichnospecies are attributed to this
ichnofamily, leaving the debate on a proper classification still open
and under debate (see i.e., Olsen and Padian, 1986; Lockley and
Meyer, 2004; Lockley et al., 2004b, 2010). The mostly representative
morphotype, Batrachopus Hitchcock, 1845, has been tentatively attrib-
uted to ‘true crocodilian or to a crocodylomorph with a pedal digit V re-
duced to the state seen in crocodilians’ by Olsen and Padian (1986) and
is described from a Lower Jurassic ichnofauna of the United States
(Hitchcock, 1845; Olsen and Padian, 1986; Milner and Lockley, 2006).
Batrachopus presents a functionally tetradactyl and plantigrade manus
and pes, with a foot length between 2 cm and 8 cm, the presence of
claw marks, and a minimal total digital divarication (Fig. 9B, E–F).

Ichnogenus Antipus Hitchcock, 1858, is considered a distinct
morphotype from Batrachopus. They differ to one another for the digit
morphology, stout digits, and with minimal digital divarication in
Batrachopus, much more slender, with sharpen digits, and widely
raph of track 4 with the preserved skin impression MGUAN-PA602.



Fig. 7. Sauropod trackway 4 as seen from below in perspective view.
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divaricated in Antipus (Lockley and Meyer, 2004) and for the inner
trackway width, close to 0 in Batrachopus (the right and left pedes
touch the trackway midline), and about 4 cm in Antipus (Lockley and
Meyer, 2004). However, Lockley and Meyer (2004) pointed out that
this difference in the trackway width could be due to the walking
speed of an identical trackmaker, with Antipus representing a slower
version of Batrachopus.

A third commonmorphotype, Sustenodactylus Lull, 1904 (previously
named Stenodactylus by Hitchcock, 1858), presents slender pes digits,
pes and manus dimensions, and a relative rotation of the manus to the
pes (Fig. 9C) that allow it to be considered a synonym of Batrachopus
by Olsen and Padian (1986) or of Antipus by Lockley andMeyer (2004).

The Jurassic–Cretaceous boundary morphotype Crocodylopoduswas
originally ascribed by Fuentes Vidarte and Meijide Calvo (1999) to the
new ichnofamily Crocodilopodidae (see also Avanzini et al., 2007)
(Fig. 9D). Lockley and Meyer (2004) made a complete comparison be-
tween Batrachopus and Crocodylopodus, considering the distinction be-
tween the two morphotypes valid, but refusing the existence of the
ichnofamily Crocodilopodidae and including Crocodylopodus in the
ichnofamily Batrachopodidae.

Finally, crocodylomorph tracks attributed to large neosuchian
crocodilomorph and to the morphotype Hatcherichnus Foster and
Lockley (1997) are reported from the Late Jurassic of Utah and Spain
(see also Avanzini et al., 2007, 2010).
4.2. Mesozoic mammalian track record

A complete schemewith Mesozoic mammalian tracks is reported in
Fig. 8.
With the caveat that “Many of the Late Triassic to Early of Middle Ju-
rassic reports could represent various non-mammalian synapsids rather
than true mammals[…]” (Lockley and Foster, 2003: p. 269), the Triassic
mammal trackway record includes a plethora of ichnospecies from
southern Africa (Ellenberger, 1972, 1974; see review and summary in
Lockley et al., 2004a), and “unnamed mammal tracks” from the Trias-
sic–Jurassic of Gateway, western Colorado, USA (Lockley et al., 1996).
In Lockley et al. (2004a, 2004b: pp. 91–92) the authors once more
“[…] advocate caution in the interpretation of these isolated footprints
[fromGateway] pending further discoveries”, also because of the poten-
tial of confusion of mammal-like pes tracks with Rhynchosauroides-like
manus tracks.

The Jurassic record is similarly limited. Sarjeant (1975) described the
mammal-like track Pooleyichnus burfordensis from the Bajocian
Stonesfield Slate from the UK. Leonardi (1994) reported tracks from
the Lower Jurassic Botucatu Fm of Brazil (but see Tamrat and Ernesto
(2006) for a younger dating); Rainforth and Lockley (1996:p.266) sug-
gested these tracks to be of possible mammalian affinity. Olsen
(1980:p.369) reported “possible advanced therapsid […] or early mam-
mal” tracks from theHettangian of the Towaco Formation of New Jersey,
USA. Additionally, Lucas and Tanner (2007:p.249) mention a “synapsid
(or mammal?) footprint […]” from the Early Jurassic of Gateway, Colo-
rado. Casamiquela (1964) named Ameghinichnus patagonicus from the
Middle Jurassic La Matilde Formation of Argentina, which, according
to the review by Rainforth and Lockley (1996:p.267) “[…] represent[s]
one of the most convincing examples of mammal tracks known from
the Mesozoic.” Gierliński et al. (2004) reported Hettangian mammal-
like (“cf. Ameghinichnus”) tracks from Poland, UK occurrence.
Brasilichium is amammalmorphotype reported both from theUpper Ju-
rassic of North America (Hamblin and Foster, 2000; Hamblin et al.,
2000; Engelmann, 2010; Lockley, 2011) and from the Lower Cretaceous
of Brazil (Leonardi, 1980, 1994; reviewed in Adorna Fernandes and De
Souza Carvalho, 2008) and Mexico (Rodriguez-de la Rosa, 2003).

From the Cretaceous, probable marsupial tracks Duquettichnus kooli
were described from the Aptian-Albian of British Columbia, Canada
(Sarjeant and Thulborn, 1986; see also Lockley and Foster, 2003: p.
273). Tracks of “[…]possible mammalian origin” (Stanford and
Lockley, 2002) from the Lower Cretaceous Patuxent Formation ofMary-
land, USA,were reported inmore detail in Stanford et al. (2007).McCrea
and Sarjeant (2001) described Tricorynopus? brinkmani from the early
Albian of Alberta, Canada; however, McCrea et al. (2004, 2014) both
suggested that Tricorynopus brinkmani prints could be partially
impressed or preserved avian prints, or possibly a product of two or
more overlapping avian prints: Tricorynopus brinkmani should be con-
sidered a nomen dubium and its association to mammalian trackmaker
is highly speculative. Lockley and Foster (2003) described the
Maastrichtian Schadipes crypticus from the Laramie Formation of Gold-
en, Colorado, USA. In the same paper, they also tentatively suggested
that Agadirichnus elegans (see Ambroggi and Lapparent, 1954b) from
theMaastrichtian of North Africa could be of mammalian origin. Certain
mammal-like tracks from Africa have been recently reported from the
Cenomanian of the Kerker Member of the Zebbag Formation of Tunisia
(Contessi, 2013).

4.3. Mesozoic mammalian body fossil record suitable for identification of
track-makers

TheMesozoic mammalian body fossil record consists for the greater
part of jaws, teeth and ear bones,which are of limited use in the study of
trackways. Significantmaterial reported so far includes discoveries from
North America (e.g., Cifelli, 1993, 1999), South America (Bonaparte and
Rougier, 1987; Rauhut et al., 2002), China (e.g., Ji et al., 2002; Luo et al.,
2003; Hu et al., 2010),Mongolia (Rougier et al., 1998; Prieto-Márquez et
al., 2012), and Australia (Archer et al., 1985; Flannery et al., 1995). From
Africa, mammal material has been reported from Libya (Nessov et al.,
1998), Cameroon (Jacobs et al., 1988; Brunet et al., 1990), Tanzania
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Fig. 8.Mesozoic mammalian track record with Catocapes angolanus ichnogen. et ichnosp. nov. holotype track 13 photograph (right) and interpretative drawing (left).
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(Krause et al., 2003, 1997), andMorocco (Sigogneau-Russell et al., 1988;
Haddoumi et al., 2015). Very little postcranial material of Mesozoic
mammals has been described so far. We are not aware of any published
Early Cretaceous mammalian postcranial material from Africa beyond
the caudal vertebra reported from Libya by Nessov et al. (1998), nor of
any mammal track from the same period on this continent.

Early Cretaceous mammals with preserved postcranial material are
known mostly from the Liaoning Province of China, all represented by
small, ‘squirrel-sized’ species: the triconodont Jeholodens jenkinsi Ji and
Luo (1999) and the symmetrodont Zhangheotherium quinquecuspidens
Hu et al. (1997) from the Late Jurassic/Early Cretaceous boundary of the
Yixian Formation; the spalacotheriid Akidolestes cifelli Li and Luo (2006)
(see also Chen and Luo, 2012) and the eutriconodont Yanoconodon allini
Luo et al. (2007) from the Barremian of the Yixian Formation; the euthe-
rian Eomaia scansoria Ji et al. (2002) and the boreosphenidan Sinodelphys
szalayi Luo et al. (2003) from Berriamian/Aptian boundary of the Yixian
Formation; the medium-sized eutriconodont Liaoconodon hui Meng et
al. (2011) from the Aptian of the Jiufotang Formation.

The largest known Mesozoic mammals are from the family
Gobiconodontidae Jenkins and Schaff (1988). Postcranial remains
Gobiconodon ostromi Jenkins and Schaff (1988) are reported from the
Early Cretaceous of the Cloverly Formation of Montana, USA, represent-
ed by two specimens including mandibles, maxillary and other cranial
fragments, parts of the vertebral column and ribs, shoulder and pelvic
girdles, limb bones, but no autopod. From the Early Cretaceous of the
Liaoning Province of China, postcranial remainshave been found and as-
sociated to the species Repenomamus robustus Li et al. (2001) and
Repenomamus giganticus Hu et al. (2005); the latter holotype, bigger
in size than R. robustus, consists of a partial skull with complete right
upper dentition, associated right mandible with complete lower denti-
tion, and articulated postcranium with pes and manus missing; head-
body length of R. giganticus is estimated at 42 to 68 cm.

5. Systematics and description of tracks

Complete track and trackway measurements, when available, are
provided in Tables 1, 2, and 3.

5.1. Crocodylomorph tracks
arasystematics
 Systematics

Crocodylomorpha Walker,
1970

Crocodyliformes Hay, 1930
hnofamily Batrachopodidae Lull, 1904
 Crocodyliformes indet.

ngolaichnus adamanticus ichnogen. et ichnosp.
nov.
Diagnosis. Narrow trackway of a small-medium sized
crocodylomorph. The manus is mesaxonic, functionally tetradactyl and
plantigrade, wider than longer (length is 3.0 cm, width is 3.4 cm).
Manus digits are slender, with claw marks, and increase in length
from digit I (1.1 cm) to digit V (1.8 cm), with a total divarication I–IV
of 79.5°. The pes is mesaxonic, functionally tetradactyl and plantigrade,
longer than wider (length is 5.3 cm, width is 3.7 cm). Pes digits are



Fig. 9. Interpretative drawings of crocodylomorph trackways. (A)Angolaichnus adamanticus ichnogen. et ichnosp. nov. from the Early Cretaceous of Catoca, Angola; (B) trackway associated
to Batrachopus from the Early Jurassic of France; (C) trackway associated to Sustenodactylus from the Early Jurassic of North America; (D) trackway associated to Crocodylopodus from the
Jurassic–Cretaceous boundary of Spain; (E) trackway and (F) succession associated to Batrachopus deweyi from the Early Jurassic of North America. B–D after Lockley andMeyer (2004), E
and F after Klein and Lucas (2010).
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slender, with clawmarks, tend to increase in length fromdigit I (2.6 cm)
to digit III (3.0 cm), with digit IV being the shortest (2.4 cm) and a total
divarication I–IV of 38°; digits II and III are slightly bent outward. Manus
pace angulation of 148°, and manus pace and stride lengths of respec-
tively 13.9 cm and 23.8 cm. Pes pace angulation is of 145°, and pes
pace and stride lengths of 14 cmand25.1 cm, respectively.Manus tracks
presents an average extreme outward rotation of 118° respect to the
pes.

Etymology. The generic name Angolaichnus is derived from Angola
and ichnus, meaning track in Latinized Greek. The specific name A.
adamanticus is Latin for diamond, referred to the diamond mine of
Catoca where the holotype was collected.

Holotype. Trackway 1 in MGUAN-PA600 (Fig. 4).
Stratigraphic context. Congo Basin, Kalahari Group, Calonda Forma-

tion. Lower Cretaceous: mid Late Aptian age.
Locality. Catoca Diamond Mine, Catoca, Lunda Sul, Catoca, Angola

(9°24′25.92″S–20°18′19.57″E).
Table 1
Crocodylomorph trackmainmeasurements and ratios from slabsMGUAN-PA600 andMGUAN-
(−). Average values are given for trackway-1 in slab MGUAN-PA600. ANG= pace angulation
LIV = length of digit IV; I-II = angle between digits I and II; II-III = angle between digits I
PL = pace length; SL = stride length; TWe = external pes width; TWi = internal pes width;

L W L/W LI LII LIII LIV I-II II

MGUAN-PA600
Handprint 3.0 3.4 0.88 1.1 1.2 1.5 1.8 29° 1
Footprint 5.3 3.7 1.43 2.6 2.8 3.0 2.4 10° 1

MGUAN-PA601
Track-1A 7.6 4.5 1.69 3.1 3.7 4.7 3.7 10° 8
Track-2 5.9 3.7 1.60 – – – – – –
Track-33 3.7 2.7 1.37 1.0 2.1 2.2 1.3 26° 1
Track-35 5.7 3.7 1.54 2.1 2.9 3.7 3.1 6.5° 7
Track-51 4.1 3.0 1.37 1.3 1.6 2.6 2.3 14° 1
Track-62 4.7 4.1 1.15 1.6 2.4 2.9 2.1 35° 2
5.1.1. Description
Slab MGUAN-PA600 bears trackway 1, comprising track 26 to track

32. Track 26 to track 30 are composite prints of one manus and one
pes (Fig. 4). The manus is mesaxonic, functionally tetradactyl and plan-
tigrade, with average Lm of 3.0 cm, Wm of 3.4 cm, and L/W equal to
0.88. Average digital angles are I–II of 29°, II–III of 17.5°, III–IV of 33.5°
and the total divarication I–IV of 79.5°. Manus digits have a slender
shape, with a pointed tip, due to claw marks. Manus digit length in-
creases from digit I to digit IV with an average LI of 1.1 cm, LII of
1.2 cm, LIII of 1.5 cm, and LIV of 1.8 cm. In the two best-preserved
manus prints, digit III is slightly bent medially in left manus print 29,
but not in the right manus print 28. The manus presents an average ex-
treme outward rotation of 118° respect to the pes.

The pes is mesaxonic, functionally tetradactyl and plantigrade, with
average L of 5.3 cm,W of 3.7 cm and L/W of 1.43. Average digital angles
are I–II of 10°, II–III of 11°, III–IV of 17°, and the total divarication I–IV of
38°. Pes digit lengths tend to increase fromdigit I to digit III, with digit IV
PA601. Lengths andwidths are in centimeters. Data not available are indicated by a hyphen
; L = track length; LI = length of digit I; LII = length of digit II; LIII = length of digit III;
I and III; III-IV = angle between digits III and IV; I-IV = angle between digits I and IV;
TWm= manus trackway width; TWp = medial pes width; W= track width.

-III III-IV I-IV ANG TW TWe TWi PL SL

7.5° 33.5° 79.5° 148° 4.0 – – 13.9 23.8
1° 17° 38° 145° 7.0 11.6 4.6 14.0 25.1

° 14° 32° – – – – – –
– – – – – – – –

8° 18° 62° – – – – – –
.5° 8° 22° – – – – – –
5° 14° 41° – – – – – –
3° 21° 79° – – – – – –



Table 2
Sauropod trackway-3 from Catoca. Tracks measurements (in centimeters) and ratios. L =
track length; W= track width.

Sauropod trackway-3 L W L/W

Track-1 42 51 0.82
Track-2 47 47 1
Track-3 48 45 1.07
Track-4 48 50 0.96
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being the shortest: digits average measurements are LI of 2.6 cm, LII of
2.8 cm, LIII of 3.0 cm, and LIV of 2.4 cm. Digits II and III are slightly
bent outward and all the digits generally present a claw mark.

Trackway 1 is narrow, with manus pace angulation of 148°, and
manus pace and stride lengths of respectively 13.9 cm and 23.8 cm;
pes pace angulation is of 145°, and pes pace and stride lengths of
14 cm and 25.1 cm, respectively.

Crocodylomorph tracks are present also at a lower level than track-
way 1 and are preserved on the chaotically trampled surface bearing
also mammaliamorph tracks MGUAN-PA601. Trackway 2 (Fig. 3B) and
isolated track 33, track 35, track 51, and track 62 (Fig. 3A) are similar
to the crocodylomorph morphotype described for footprints in track-
way 1, with a mesaxonic, functionally tetradactyl and plantigrade pes,
slender and slightly curved pes digits and a narrow digital divarication.

Trackway 2 is made of the left footprint track 1A, the right footprint
track 02, and track 1B, that might be interpreted as a manus print.
Tracks-1A and track 2 present an average L of 6.8 cm, a W of 4.1 cm
and a ratio L/Wof 1.65. Track 1A is a left footprint and the only one com-
plete in the trackway; digit length tends to increase from digit I to digit
III, with digit IV subequal in length to digit II. Digits are slightly bent out-
ward and all the digits generally present the clawmark both on track 1A
and track 02. Track 02 is poorly preserved.

MGUAN-PA601 also bears some isolated crocodylomorph tracks.
The best preserved track 33, track 35, track 51, and track 62 have a
mesaxonic, functionally tetradactyl, and plantigrade morphology, with
an average FL of 4.6 cm, an averageW of 3.4 cm, and L/W of 1.35. Digits
are short, straight, distally rounded, andwith claw impressions. Digit I is
the shortest, digit III is the longest, and digits II and IV are subequal in
size; average LI is 1.5 cm, LII is 2.3 cm, LIII is 2.9 cm, and LIV is 2.2 cm.
Digits are slender and usually end with an acuminate claw mark. The
footprints are narrow, with an average total divarication of 51°, while
average digit divarication I–II is 20°, II–III is 16°, and III–IV is 15°.
5.1.2. Comparison and interpretation
Angolaichnus adamanticus presents an unique functional morpholo-

gy of the manus, tetradactyl and plantigrade, that allows it to be classi-
fied as a new ichnogenus. Batrachipodid manus tracks are usually
pentadactyl and functionality digitigrade (see Lockley et al., 2004b;
Avanzini et al., 2007).

A. adamanticus can be ascribed to the ichnofamily Batrachopodidae
because of the functionally tetradactyl and plantigrade pes, the foot
length value (between 3.7 and 7.6 cm), and the presence of claw
marks. A. adamanticus has a total digital divarication similar to
Batrachopus-Antipus morphotype (b40°), with exception to tracks 33
Table 3
Tracks measurements from Catoca. Slab MGUAN-PA601. Mammaliamorph tracks mainmeasur
length; LI= length of digit I; LII= length of digit II; LIII= length of digit III; LIV= length of digit
II and III; III–IV = angle between digits III and IV; IV–V = angle between digits IV and V; I–V =

MGUAN-PA601 L W L/W LI LII LIII

Track-3 1.5 1.7 0.88 0.7 1.3 1.2
Track-13 3.2 4.1 0.78 1.6 1.5 1.8
Track-22 3.3 3.9 0.85 1.8 2.1 1.8
Track-58 2.7 3.1 0.87 1.1 1.5 1.5
Track-68 2.9 3.4 0.85 1.1 1.3 1.4
and 62 in MGUAN-PA601, which wider total digital divarication (re-
spectively 62° and 72°) allow them to be compared to the Early Creta-
ceous morphotype Crocodylopodus.

A. adamanticus trackway shares similarities with other known
batrachopodid trackways, such as the narrowness (with a TWp about
twice the pes W and a PLp 2–3 times the pes L) and a pes ANG of 145°
(Lockley andMeyer, 2004). Similar to Antipus trackways, A. adamanticus
has an inner width of 4.6 cm. Moreover, the peculiar extreme outward
rotation of the handprint in A. adamanticus is distinctive of other track-
ways attributed to crocodylomorph ichnospecies (Fig. 9) from the Early
Jurassic of North America and France, and from the Jurassic–Cretaceous
boundary of Spain (see Fuentes Vidarte and Meijide Calvo, 1999;
Lockley and Meyer, 2004; Klein and Lucas, 2010).

5.2. Dinosaur tracks

Two narrow-gauge dinosaur trackways, trackway 3 and trackway 4,
were also found close to the chaotically trampled surface bearing
mammaliamorph and crocodylomorph tracks (Fig. 5).

Trackway 3 (Fig. 6) comprised four true tracks, subcircular in shape,
with no appreciable digits, and an average depthof 6–7 cm. Track average
Lwas of 46.3 cm,Wof 48.3 cm, and ratio L/Wof 0.96 (see Table 2). The SL
calculated between track 1 and track 3was 172 cm,while the SL calculat-
ed between footprints track 2 and track 4 was 150 cm; average trackway
SL was of 161 cm and TWp was of 116 cm. Inside the relief of track 4 a
35 × 8 cm patch preserved skin impressions (MGUAN-PA602, Fig. 6B).

Trackway 4 (Fig. 7) comprised 12 ellipsoid tracks preserved as true
tracks and undertracks, with an average SL of 75 cm and a total track-
way length of about 330 cm. The best preserved footprints were tracks
8, 9, and 10, with average L of 18 cm and W of 15 cm (Figs. 10, 11).

5.2.1. Interpretation
Because of their dimensions, their morphology, and their age we in-

terpret both trackway 3 and trackway 4 as made by sauropod dinosaur
track makers. Trackway 3 trackmaker can be identified as a medium-
sized sauropod, also thanks to the preservation of the skin impression.

Trackway 4 presents a poor preservation that does not allow to dis-
tinct clearly the dinosaurian group to which its trackmaker belongs. Be-
cause of its morphology and dimensions, the trackmaker might be
identified in a small-sized sauropod.

5.3. Dinosaur skin impression

The preservation of skin impression is rare in most dinosaur track-
ways except to some degree in hadrosaurs. In sauropods, skin impres-
sion and preservation is known in Barosaurus sp. AMNH (Brown,
1935), Cathetosaurus lewisi SMA0002 (reported by Ayer, 2000:p.91 as
Camarasaurus but see Mateus and Tschopp, 2013 reclassification as
Cathetosaurus lewisi), Camarasaurus lentus CM 11338 (Gilmore, 1925)
Diplodocus sp. (Ayer, 2000), Haestasaurus (=“Pelorosaurus”) becklesii
BMNH R1868 (Upchurch et al., 2015), Saltasaurus loricatus PVL 4017-
118 (Bonaparte and Powell, 1980), Tehuelchesaurus benitezii MPEF-PV
1125 Rich et al. (1999), and indeterminate titanosaur embryos PVPH-
126; PVPH-130; PVPH-131 (Chiappe et al., 1998). Sauropod tracks
with preserved skin impressions are more common, either with the
ements and ratios of tridactyl footprints. Lengths and widths are in centimeters. L = track
IV; LV= length of digit V; I–II= angle between digits I and II; II–III= angle between digits
angle between digits I and V; W= track width.

LIV LV I–II II–III III–IV IV–V I–V

0.8 0.6 61° 30° 26° 55° 172°
1.4 0.9 40° 24° 20° 31° 112°
1.9 1.4 36° 13° 12° 25° 83°
1.6 1.1 30° 20° 16° 17° 80°
1.3 1.1 59° 36° 22° 34° 150°



Fig. 10. Sauropod track 8 in trackway 4. (A) photograph; (B) 3D image; (C) photogrammetry derived 3Dmodel in colour-code. (For interpretation of the references to colour in this figure
legend, the reader is referred to the web version of this article.)
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palmar impression (i.e., Mateus andMilàn, 2010) or the striation in nat-
ural infill casts resulting of the skin dragging in themud (Czerkas, 1994;
Milàn et al., 2005; Foster and Hunt-Foster, 2011).

The near-absence of preserved skin impressions in non-avian dino-
saurs associated to the conservative anatomy of little variation has been
themain reasons for neglecting skin for taxonomical identificationwithin
Dinosauria. Dinosaurs, including pedal skin in modern birds, consistently
shows irregular non-imbricating polygonal tubercles, which differs from
other archosaurs (i.e., crocodiles) that often possess regular square or
rhombus non-imbricated skin scale tubercles, often aligned in rows.

The skin impression of the Catoca sauropodMGUAN-PA602 (Fig. 6B)
shows irregular non-imbricating polygonal to round tubercles, as
known in most dinosaurs (i.e., Davis, 2014).

5.4. Mammaliamorph tracks
P

A

Fig.
in th
arasystematics
11. Sauropod track 9 and track 10 in trackway 3. (A
is figure legend, the reader is referred to the web
Systematics

Mammaliamorpha Rowe, 1988

Mammaliaformes Rowe, 1988
meghinichnidae Casamiquela, 1964
 Mammaliaformes indet.

atocapes angolanus ichnogen. et ichnosp. nov.
C
Diagnosis. Relatively big in size tracks of a mammaliamorph.
Mesaxonic, functionally pentadactyl and plantigrade track, wider than
longer (length is 2.7 cm, width is 3.2 cm). Digits are short, straight, dis-
tally rounded, with no claw marks. The orientation of digits is
) photograph; (B) 3D image; (C) photog
version of this article.)
autapomorphic,withmedial digits II–IV projecting anteriorly and lateral
digits I and V more divergent and anterolaterally projected. Interdigital
angle I–II is 43°, II–IV is 43.5°, and IV–V is 33°. Digits II and III are the lon-
gest (1.5 cm), while digit V is the shortest (1.0 cm).

Etymology. The generic name Catocapes is derived from the locality
of Catoca, where the type material was collected and the Latin word
pes, meaning foot. The specific name C. angolanus refers to Angola.

Holotype. Specimen MGUAN-PA601 Track 13 (Fig. 8). The track
MGUAN-PA601-58 (Fig. 12) is elected as paratype.

Stratigraphic context. Congo Basin, Kalahari Group, Calonda Forma-
tion. Lower Cretaceous: mid Late Aptian age.

Locality. Catoca Diamond Mine, Catoca, Lunda Sul, Catoca, Angola
(9°24′25.92″S–20°18′19.57″E).

5.4.1. Description
At least 45 mammaliamorph tracks, preserved as concave epireliefs

(true tracks) are distributed on slabMGUAN-PA602, a chaotically tram-
pled bedding plane. The general state of preservation is poor. The best
preserved isolated tracks are track 03, track 13, track 22, track 58, and
track 68 (Figs. 3, 8, 12) (Table 3) present a mesaxonic, functionally
pentadactyl, and plantigrade morphology, with an average L of 2.7 cm,
an averageWof 3.2 cm, and L/W of 0.8. Digits are short, straight, distally
rounded, and with no claw impressions. Digit V is the shortest, digits II
and III are the longest and equal in size. Average digit lengths LI of
1.3 cm, LII of 1.5 cm, LII of 1.5 cm, LIV of 1.4 cm, and LV of 1.0 cm.Medial
digits (II–IV) are directed anteriorly; digit I is more divergent than digit
rammetry derived 3Dmodel in colour-code. (For interpretation of the references to colour



Fig. 12. Catocapes angolanus ichnogen. et ichnosp. nov. paratype track 58 in MGUAN-PA601. (A) photograph; (B) 3D image; (C) photogrammetry derived 3Dmodel in colour-code. (For
interpretation of the references to colour in this figure legend, the reader is referred to the web version of this article.)

230 O. Mateus et al. / Palaeogeography, Palaeoclimatology, Palaeoecology 471 (2017) 220–232
II and is directed anterolaterally, while digit V diverges slightly from
digit IV and is directed anterolaterally. The footprint average total divar-
ication is 118°, while average digital divarications I–II is 43°, II–III is
24.5°, III–IV is 19°, and IV–V is 33°.

5.4.2. Comparison and identification
Although being comparable in size, digits length, and total digital di-

varication to Ameghinichnus Casamiquela, 1961, reported from the
Hettangian of New Jersey, USA (Early Jurassic, ~200 Mya) to the
Callovian-Oxfordian boundary of Argentina (Middle-Late Jurassic,
~163.5 Mya) (Casamiquela, 1964; Leonardi and Oliveira, 1990; Olsen,
2002), Catoca morphotype is not associable to any known Cretaceous
mammal-like track morphotype (Ambroggi and Lapparent, 1954a;
Leonardi, 1981; Sarjeant and Thulborn, 1986; McCrea and Sarjeant,
2001; Stanford and Lockley, 2002; Lockley and Foster, 2003; Stanford
et al., 2007; Marzola et al., 2015), and so can be classified as a new
ichnogenus: Catocapes. Catocapes angolanus resembles an exceptionally
large in size Early Cretaceous gondwanan mammaliamorph, with an
unique track characterized by mesaxonic, functionally pentadactyl and
plantigrade morphology with external digits (I and V) more divergent
and anterolaterally projecting than medial digits (II–IV) (see also
Marzola et al., 2015).

6. Conclusions

The vertebrate tracks from the diamond mine of Catoca are the
first tetrapod fossils ever found from the inlands of Angola, as well
as the first Angolan vertebrate tracks. They were formed about
118 Ma in a shallow lacustrine environment, today represented by
a small sedimentary basin, preserved inside the crater of the Catoca
kimberlite pipe.

The majority of the tracks from Catoca are preserved on a chaotically
trampled surface and are ascribed to the largest knownmammaliamorph
from the Early Cretaceous and to the new ichnospecies Catocapes
angolanus. The mammaliamorph trackmaker from Catoca is unmatched
in size by the coeval skeletal fossil record and is comparable to a modern
raccoon.

One short trackway and few isolated tracks preserved on the same
surface of the C. angolanus, plus one single long trackway from a differ-
ent level are attributed to small tomediumsize crocodylomorphs attrib-
uted to the new batrachopodid ichnospecies Angolaichnus adamanticus,
presenting an unique tetradactyl and plantigrade handprint.

Close to the surface bearing the mammaliamorph and
crocodylomorph tracks, two dinosaurian trackways were also recog-
nized, one assigned to a medium-sized sauropod trackmaker with stride
length of 1.6m, the other tentatively attributed to a small-sized sauropod
trackmaker with a pace length of 75 cm. Inside one of the sauropod
tracks, a preserved skin impression was also found.
Acknowledgements

Our most sincere gratitude goes to the Sociedade Mineira de Catoca
[Catoca DiamondMine Company], without whose cooperation, interest
and collaboration on preserving the studied material this paper would
have not been possible. We thank in particular Jose Manuel Augusto
Ganga Jr., the general manager of the Catoca Mining Company for sup-
port and permissions, and Teofilo Assunção Rodrigues Chifunga for lo-
gistical support. This publication results from Projecto PaleoAngola, an
international cooperative research effort among the contributing au-
thors and their institutions, funded by the National Geographic Society
(8039-06 and 8250-07), the Petroleum Research Fund of the American
Chemical Society (45227-AC8), Sonangol E.P., Esso Angola, Fundação Vi-
da of Angola, LS Films, Maersk, Damco, Safmarine, ISEM at SMU, The
Royal Dutch Embassy in Luanda, TAP Airlines, Royal Dutch Airlines,
and The Saurus Institute. We thank Margarida Ventura and André Buta
Neto for providing our teamhelp in thefield. Tako andHenriette Koning
provided valuable support and friendship in Angola. We also want to
thank Matteo Belvedere (Museum für Naturkunde Berlin) and João
Russo (GeoBioTec-FCT/Museu da Lourinhã) for their help on photo-
grammetry, SteveHasiotis (University of Kansas) for helping in identify-
ing invertebrate trace fossils, Alexandra Tomás (Museu da Lourinhã) for
the laboratory preparation of the samples, and Joana Bruno (Universitat
Autònoma de Barcelona) for the illustration of the Catoca Mine in the
graphical abstract. This research would not have been possible without
the support from the late Kalunga Lima of LS Filmes in Luanda.

References

Adorna Fernandes, M., De Souza Carvalho, I., 2008. Revisão diagnóstica para a icnoespécie
de tetrápode Mesozóico Brasilichnium elusivum (Leonardi, 1981) (Mammalia) da
Formação Botucatu, Bacia do Paraná, Brasil. Ameghiniana 45 (1), 167–173.

Ambroggi, R., Lapparent, A.F.de., 1954a. Découverte d'empreintes de pas de Reptiles dans
le Maestrichtien d'Agadir (Maroc). Comptes Rendus Sommaire de la Société
Géologique de France. 3 pp. 51–52.

Ambroggi, R., Lapparent, A.F. de, 1954b. Les empreintes de pas fossiles dans le
Maestrichtien d'Agadir. Notes et Mémoires du Service de mines et de la carte
Géologique du Maroc. 10 pp. 43–57.

Araújo, R., Polcyn, M.J., Schulp, A.S., Mateus, O., Jacobs, L.L., Gonçalves, O.A., Morais,
M.L., 2015. A new elasmosaurid from the early Maastrichtian of Angola and the
implications of girdle morphology on swimming style in plesiosaurs. Neth.
J. Geosci. 1–12, 1.

Archer, M., Flannery, T.F., Ritchie, A., Molnar, R.E., 1985. First Mesozoicmammal from Aus-
tralia–an early Cretaceous monotreme. Nature 318, 363–366.

Avanzini, M., García-Ramos, J.C., Lires, J., Piñuela, L., Lockley, M.G., 2007. Crocodylomorph
tracks from the late Jurassic of Asturias (Spain). Ichnos 14 (1–2), 143–153.

Avanzini, M., Piñuela, L., Ruiz-Omeñaca, J.I., Garcia-Ramos, J.C., 2010. The crocodile track
Hatcherichnus, from the Upper Jurassic of Asturias (Spain). N. M. Mus. Nat. Hist. Sci.
Bull. 51, 89–92.

Ayer, J., 2000. The Howe Ranch Dinosaurs: Sauriermuseum Aathal (96 p).
Bock, W., 1952. Triassic reptilian tracks and trends of locomotive evolution. J. Paleontol.

26 (3), 395–433.
Bonaparte, J.F., Powell, J.E., 1980. A continental assemblage of tetrapods from the Upper

Cretaceous beds of El Brete, northwestern Argentina (Sauropoda–Coelurosauria–
Carnosauria–Aves). Soc. Géol. Fr. Mém. 139, 19–28.

http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0005
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0005
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0005
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0015
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0015
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0015
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0020
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0020
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0020
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0025
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0025
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0030
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0030
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0035
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0035
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0035
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0040
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0045
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0045
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0050
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0050
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0050


231O. Mateus et al. / Palaeogeography, Palaeoclimatology, Palaeoecology 471 (2017) 220–232
Bonaparte, J.F., Rougier, G.W., 1987. Mamíferos del Cretácico inferior de Patagonia. IV
Congreso Latinamericano de Paleontología. 1 pp. 343–359.

Brown, B., 1935. Sinclair dinosaur expedition, 1934. Nat. Hist. 36 (1), 2–15.
Brunet, M., Coppens, Y., Dejax, J., Flynn, L., Heintz, E., Hell, J., Jacobs, L.L., Jehenne, Y.,

Mouchelin, G., Pilbeam, D., Sudre, J., 1990. Nouveaux mammifères du Crétacé
inférieur du Cameroun, Afrique de l'Ouest. Comptes rendus de l'Académie des sci-
ences. Série 2, Mécanique, Physique, Chimie, Sciences de l'univers, Sciences de la
Terre. 310 pp. 1139–1146.

Casamiquela, R.M., 1961. Sobre la presencia de un mamífero en el primer elenco
(icnológico) de vertebrados del Jurásico de la Patagonia. Physis 22, 225–233.

Casamiquela, R.M., 1964. Estudios icnologicos. Colegio Industrial Pio IX, Buenos Aires (229
pp).

Chen, M., Luo, Z.X., 2012. Postcranial skeleton of the Cretaceous mammal Akidolestes
cifellii and its locomotor adaptations. J. Mamm. Evol. 20 (3), 159–189.

Chiappe, L.M., Coria, R.A., Dingus, L., Jackson, F., Chinsamy, A., Fox, M., 1998. Sauropod di-
nosaur embryos from the Late Cretaceous of Patagonia. Nature 396 (6708), 258–261.

Cifelli, R.L., 1993. Early Cretaceous mammal from North America and the evolution of
marsupial dental characters. Proc. Natl. Acad. Sci. 90, 9413–9416.

Cifelli, R.L., 1999. Tribosphenic mammal from the North American Early Cretaceous. Na-
ture 401 (6751), 363–366.

Contessi, M., 2013. First report of mammal-like tracks from the Cretaceous of North Africa
(Tunisia). Cretac. Res. 42, 48–54.

Czerkas, S.A., 1994. The history and interpretation of sauropod skin impressions. Gaia 10,
173–182.

Davis, M., 2014. Census of dinosaur skin reveals lithology may not be the most important
factor in increased preservation of hadrosaurid skin. Acta Palaeontol. Pol. 59 (3),
601–605.

De Valais, S., 2009. Ichnotaxonomic revision of Ameghinichnus, a mammalian ichnogenus
from the Middle Jurassic La Matilde Formation, Santa Cruz province, Argentina.
Zootaxa 2203, 1–21.

Eagles, G., 2007. New angles on South Atlantic opening. Geophys. J. Int. 168 (1), 353–361.
Ellenberger, P., 1972. Contribution a la classification des piste de vertebres du Trias: les

types du Stormberg d'Afrique du Sud (1). Palaeovertebrata, Memoire Extraordinaire,
Laboratoire de Paleontologie des Vertebres, Montpellier (152 pp).

Ellenberger, P., 1974. Contribution a la classification des pistes de vertebres du 650 Trias;
les types du Stormberg d'Afrique du Sud, 2e partie. Palaeovertebrata, Memoire Ex-
traordinaire, Laboratoire de Paleontologie des Vertebres, Montpellier (170 pp).

Ellenberger, F., Ellenberger, P., 1960. Sur une nouvelle dalle à pistes de Vertébrés,
decouverte au Basutoland (Afrique du Sud). Comptes Rendus de la Société
géologique de France. 1960 pp. 236–238.

Engelmann, G.F., 2010. An Occurrence of remarkably Abundant Brasilichnium Tracks
(Nugget Sandstone, Early Jurassic, Dinosaur National Monument) and their Environ-
mental Context. 2010 GSA Denver Annual Meeting.

Flannery, T.F., Archer, M., Rich, T.H., Jones, R., 1995. A new family of monotremes from the
Creataceous of Australia. Nature 377, 418–420.

Foster, J.R., Hunt-Foster, R.K., 2011. New occurrences of dinosaur skin of two types
(Sauropoda? and Dinosauria indet.) from the Late Jurassic of North America
(Mygatt-Moore Quarry, Morrison Formation). J. Vertebr. Paleontol. 31 (3), 717–721.

Foster, J.R., Lockley, M.G., 1997. Probable crocodilian tracks and traces from the Morrison
Formation (Upper Jurassic) of eastern Utah. Ichnos 5, 121–129.

Fuentes Vidarte, C., Meijide Calvo, M., 1999. Primeras Huellas de Cocodrilo en elWeald de
Cameros (Sria, Espana) Nueva Familia Crocodilopodidae: Nuevo icnogenero:
Crocodylopodus Nueva icnoespecie: C. meijidei. Actas de las jornadas internacionales
sobre paleontologia de dinosairios y su entorno. Sala de los infantes (Burgos, Espana).
Collectivo Arqueologico–Paleontologico de Salas. pp. 329–338.

Gaina, C., Torsvik, T.H., van Hinsbergen, D.J., Medvedev, S., Werner, S.C., Labails, C., 2013.
The African Plate: a history of oceanic crust accretion and subduction since the Juras-
sic. Tectonophysics 604, 4–25.

Gierliński, G., Pieńkowski, G., Niedźwiedzki, G., 2004. Tetrapod track assemblage in the
Hettangian of Sołtyków, Poland, and its paleoenvironmental background. Ichnos 11,
195–213.

Gilmore, C.W., 1925. A Nearly Complete Articulated Skeleton of Camarasaurus, a Sauris-
chian Dinosaur From the Dinosaur National Monument, Utah. Carnegie Institute.

Guiraud, M., Buta-Neto, A., Quesne, D., 2010. Segmentation and differential post-rift uplift
at the Angola margin as recorded by the transform-rifted Benguela and oblique-to-
orthogonal-rifted Kwanza basins. Mar. Pet. Geol. 27 (5), 1040–1068.

Haddoumi, H., Allain, R., Meslouh, S., Metais, G., Monbaron, M., Pons, D., Rage, J.-C., Vullo,
R., Zouhri, S., Gheerbrant, E., 2015. Guelb el Ahmar (Bathonian, Anoual Syncline, east-
ern Morocco): first continental flora and fauna including mammals from the Middle
Jurassic of Africa. Gondwana Res. http://dx.doi.org/10.1016/j.gr.2014.12.004.

Hamblin, A.H., Foster, J.R., 2000. Ancient Animal Footprints and Traces in the Grand Stair-
case-Escalante National Monument, South-central Utah. 28. Geology of Utah's Parks
and Monuments: Utah Geological Association Publication, pp. 557–568.

Hamblin, A.H., Bilbey, S.A., Hall, J.E., 2000. Prehistoric Animal Tracks at Red Fleet State
Park, Northeastern Utah. 28. Geology of Utah's Parks and Monuments: Utah Geolog-
ical Association Publication, pp. 569–578.

Hay, O.P., 1930. Second bibliography and catalogue of the fossil vertebrata of North Amer-
ica. Carnegie Inst. Wash. Publ. 390 (II), 1–1074.

Hitchcock, E., 1845. An Attempt to Name, Classify, and Describe the Animals That Made
the Fossil Footmarks of New England. Proceedings of the 6thMeeting American Asso-
ciation of Geologists and Naturalists, New Haven, Connecticut pp. 23–25.

Hitchcock, E., 1858. Ichnology of New England. A Report on the Sandstone of the Connect-
icut Valley, Especially Its Fossil Footmarks, Made to the Government of the Common-
wealth of Massachusetts. pp. 1–214.

Hitchcock, C.H., 1889. Recent progress in ichnology. Proc. Boston Soc. Nat. Hist. 24 (8),
117–127.
Hu, Y., Wang, Y., Luo, Z., Li, C., 1997. A new symmetrodont mammal from China and its
implications for mammalian evolution. Nature 390 (6656), 137–142.

Hu, Y., Meng, J., Wang, Y., Li, C., 2005. Large Mesozoic mammals fed on young dinosaurs.
Nature 433, 149–152.

Hu, Y., Meng, J., Li, C., Wang, Y., 2010. New basal eutherian mammal from the Early Cre-
taceous Jehol biota, Liaoning, China. Proc. R. Soc. B Biol. Sci. 277, 229–236.

Jacobs, L.L., Congleton, J.D., Brunet, M., Dejax, J., Flynn, L.J., Hell, J.V., Mouchelin, G., 1988.
Mammal teeth from the Cretaceous of Africa. Nature 336, 158–160.

Jacobs, L.L., Mateus, O., Polcyn, M.J., Schulp, A.S., Antunes, M.T., Morais, M.L., Tavares, T.S.,
2006. The occurrence and geological setting of Cretaceous dinosaurs, mosasaurs, ple-
siosaurs, and turtles from Angola. J. Paleontol. Soc. Korea 22, 91–110.

Jacobs, L.L., Mateus, O., Polcyn, M.J., Schulp, A.S., Scotese, C.R., Goswami, A., Ferguson,
K.M., 2009. Cretaceous paleogeography, paleoclimatology, and amniote biogeog-
raphy of the low and mid-latitude South Atlantic Ocean. Bull. Soc. Geol. Fr. 180,
333–341.

Jenkins Jr., F.A., Schaff, C.R., 1988. The Early Cretaceous mammal Gobiconodon
(Mammalia, Triconodonta) from the Cloverly Formation in Montana. J. Vertebr.
Paleontol. 8 (1), 1–24.

Ji, Q., Luo, Z., Ji, S., 1999. A Chinese triconodont mammal and mosaic evolution of the
mammalian skeleton. Nature 398 (6725), 326–330.

Ji, Q., Luo, Z.X., Yuan, C.X., Wible, J.R., Zhang, J.P., Georgi, J.A., 2002. The earliest known eu-
therian mammal. Nature 416 (6883), 816–822.

Klein, H., Lucas, S.G., 2010. The Triassic footprint record of crocodylomorphs - a critical re-
evaluation. N. M. Mus. Nat. Hist. Sci. Bull. 51, 55–60.

Krause, D.W., Prasad, G.V.R., von Koenigswald, W., Sahni, A., Grine, F.E., 1997. Cosmopol-
itanism among Gondwanan late Cretaceous mammals. Nature 390, 504–507.

Krause, D.W., Gottfried, M.D., O'Connor, P.M., Roberts, E.M., 2003. A Cretaceous mammal
from Tanzania. Acta Palaeontol. Pol. 48, 321–330.

Lapparent, A.F., Montenat, C., 1967. Les empreintes de pas de reptiles de l'Infralias du
Veillon (Vendée). Société géologique de France.

Leonardi, G., 1980. On the discovery of an abundant ichno-fauna (vertebrates and inver-
tebrates) in the Botucatu Formation s.s. in Araraquara, São Paulo, Brazil. An. Acad.
Bras. Cienc. 52 (3), 559–567.

Leonardi, G., 1981. Novo Icnogênero de tetrápode Mesozóico da Formação Botucatu,
Araraquara, SP. An. Acad. Bras. Cienc. 53, 795–805.

Leonardi, G., 1987. Glossary and Manual of Tetrapod Footprint Palaeoichnology.
Departamento Nacional da Produçao Mineral, Brasília (75 pp.; 20 pls).

Leonardi, G., 1994. Annotated Atlas of South America Tetrapod Footprints (Devonian to
Holocene) with an Appendix on Mexico and Central America. República Federativa
do Brasil, Ministério de Minas e Energia, Secretaria de Minas e Metalurgia,
Companhia de Pesquisa de Recursos Minerais, Brasília, pp. 1–248.

Leonardi, G., Oliveira, F.H., 1990. A revision of the Triassic and Jurassic tetrapod footprints
of Argentina and a new approach on the age and meaning of the Botucatu Formation
footprints (Brazil). Rev. Bras. Geosci. 20, 216–229.

Li, G., Luo, Z.X., 2006. A Cretaceous symmetrodont therian with some monotreme-like
postcranial features. Nature 439 (7073), 195–200.

Li, J., Wang, Y., Wang, Y., Li, C., 2001. A new family of primitive mammal from the Meso-
zoic of western Liaoning, China. Chin. Sci. Bull. 46 (9), 782–785.

Lockley, M.G., 2011. The ichnotaxonomic status of Brasilichniumwith special reference to
occurrences in the Navajo Sandstone (Lower Jurassic) in the western USA. N. M. Mus.
Nat. Hist. Sci. Bull. 53, 306–315.

Lockley, M.G., Foster, J.R., 2003. Late Cretaceous mammal tracks from North America.
Ichnos 10, 269–276.

Lockley, M.G., Meyer, C., 2004. Crocodylomorph trackways from the Jurassic to Early Cre-
taceous of North America and Europe: implications for ichnotaxonomy. Ichnos 11 (1–
2), 167–178.

Lockley, M.G., Hunt, A.P., Gaston, R., Kirkland, J., 1996. A trackway bonanza with mammal
footprints from the Late Triassic of Colorado. J. Vertebr. Paleontol. 16 (suppl. to 3),
48A.

Lockley, M.G., Lucas, S.G., Hunt, A.P., Gaston, R., 2004a. Ichnofaunas from the Triassic-Ju-
rassic boundary sequences of the Gateway area, Western Colorado: implications for
faunal composition and correlations with other areas. Ichnos 11, 89–102.

Lockley, M.G., Kirkland, J., Milner, A.R., 2004b. Probable relationships between the Lower
Jurassic crocodilomorph trackways Batrachopus and Selenichnus: evidence and impli-
cations based on new finds from the St. George Area southwestern Utah. Ichnos 11
(1–2), 143–149.

Lockley, M.G., Lucas, S.G., Milàn, J., Harris, J.D., Avanzini, M., Foster, J.R., Spielmann, J.A.,
2010. The fossil record of crocodylian tracks and traces: an overview. Paleontology
and geology of the Upper Jurassic Morrison Formation. N. M. Mus. Nat. Hist. Sci.
Bull. 51, 1–13.

Lucas, S.G., Tanner, L.H., 2007. Tetrapod biostratigraphy and biochronology of the Trias-
sic–Jurassic transition on the southern Colorado Plateau, USA. Palaeogeogr.
Palaeoclimatol. Palaeoecol. 244, 242–256.

Lull, R.S., 1904. Fossil Footprints of the Jura-Trias of North America. Memoirs of the Boston
Society of Natural History. 5 pp. 461–557.

Luo, Z.X., Ji, Q., Wible, J.R., Yuan, C.X., 2003. An Early Cretaceous tribosphenic mammal and
metatherian evolution. Science 302 (5652), 1934–1940.

Luo, Z.X., Chen, P., Li, G., Chen, M., 2007. A new eutriconodont mammal and evolutionary
development in early mammals. Nature 446 (7133), 288–293.

Marzola, M., Mateus, O., Schulp, A.S., Jacobs, L.L., Polcyn, M.J., Pervov, V., 2014. Early creta-
ceous tracks of a large mammaliamorph, a crocodylomorph, and dinosaurs from an
Angolan diamond mine. Journal of Vertebrate Paleontology, Program and Abstracts
2014, 181.

Marzola, M., Mateus, O., Schulp, A.S., Jacobs, L.L., Polcyn, M.J., Pervov, V., Gonçalves, A.O.,
Morais, M.L., 2015. In: Jago, J.W.M., Hebda, G., Mitrus, S., Jagt-Yazykova, E.,
Bodzioch, A., Konietzko-Meier, D., Kardynal, K., Gruntmejer, K. (Eds.), Comparative

http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0055
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0055
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0060
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0065
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0065
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0065
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0065
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0070
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0070
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0075
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0075
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0080
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0080
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0085
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0085
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0090
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0090
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0095
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0095
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0100
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0100
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0105
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0105
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0110
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0110
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0110
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0115
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0115
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0115
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0120
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0125
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0125
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0125
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0130
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0130
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0130
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0135
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0135
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0135
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0140
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0140
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0140
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0145
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0145
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0150
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0150
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0150
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0155
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0155
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0160
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0160
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0160
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0160
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0160
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0165
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0165
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0170
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0170
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0170
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0175
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0175
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0180
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0180
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0180
http://dx.doi.org/10.1016/j.gr.2014.12.004
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0190
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0190
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0190
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0195
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0195
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0195
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0200
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0200
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0205
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0205
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0205
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0210
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0210
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0210
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0215
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0215
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0220
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0220
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0225
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0225
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0230
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0230
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0235
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0240
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0240
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0245
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0245
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0245
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0250
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0250
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0250
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0255
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0255
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0260
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0260
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0265
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0265
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0270
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0270
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0275
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0275
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0280
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0280
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0285
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0285
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0285
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0290
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0290
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0295
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0295
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0300
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0300
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0300
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0300
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0305
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0305
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0305
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0310
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0310
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0315
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0315
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0320
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0320
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0320
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0325
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0325
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0330
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0330
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0330
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0340
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0340
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0340
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0345
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0345
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0345
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0350
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0350
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0350
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0350
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0355
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0355
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0355
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0360
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0360
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0360
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0365
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0365
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0370
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0370
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0375
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0375
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0380
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0380
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0380
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0380
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0385
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0385


232 O. Mateus et al. / Palaeogeography, Palaeoclimatology, Palaeoecology 471 (2017) 220–232
Anatomy and Systematics of Cretaceous Mammal Tracks of Angola. 13th Annual
Meeting of the European Association of Vertebrate Paleontologists, Opole, Poland,
8–12 July 2015 – Abstracts, p. 35 (169 pp).

Mateus, O., Milàn, J., 2010. A diverse upper Jurassic dinosaur ichnofauna from central-
West Portugal. Lethaia 43 (2), 245–257.

Mateus, O., Tschopp, E., 2013. Cathetosaurus as a valid sauropod genus and comparisons
with Camarasaurus. J. Vertebr. Paleontol. 2013.

Mateus, O., Jacobs, L.L., Polcyn, M., Schulp, A.S., Vineyard, D., Buta Neto, A., Telles Antunes,
M., 2009. The oldest African eucryptodiran turtle from the Cretaceous of Angola. Acta
Palaeontol. Pol. 54, 581–588.

Mateus, O., Jacobs, L.L., Schulp, A.S., Polcyn, M.J., Tavares, T.S., Buta Neto, A., Morais, M.L.,
Antunes, M.T., 2011. Angolatitan adamastor, a new sauropod dinosaur and the first re-
cord from Angola. An. Acad. Bras. Cienc. 83, 221–233.

Mateus, O., Polcyn, M.J., Jacobs, L.L., Araújo, R., Schulp, A.S., Marinheiro, J., Pereira, B.,
Vineyard, D., 2012. Cretaceous amniotes from Angola: dinosaurs, pterosaurs, mosa-
saurs, plesiosaurs, and turtles. V Jornadas Internacionales sobre Paleontología de
Dinosaurios y su Entorno: 71–105. Salas de los Infantes, Burgos.

McCrea, R.T., Sarjeant, W.A.S., 2001. New Ichnotaxa of Bird and Mammal Footprints from
the Lower Cretaceous (Albian) Gates Formation of Alberta. In: Tanke, D.H., Carpenter,
K., Skrepnick, M.W. (Eds.), Mesozoic Vertebrate Life. Indiana University Press, Bloom-
ington & Indianapolis, pp. 453–478.

McCrea, R.T., Pemberton, S.G., Currie, P.J., 2004. New ichnotaxa of mammal and reptile
tracks from the Upper Paleocene of Alberta. Ichnos 11 (3–4), 323–339.

McCrea, R.T., Buckley, L.G., Plint, A.G., Currie, P.J., Haggart, J.W., Helm, C.W., Pemberton,
S.G., 2014. In: Lockley, M.G., Lucas, S.G. (Eds.), A Review of Vertebrate Track-bearing
Formations From the Mesozoic and Earliest Cenozoic of Western Canada With a De-
scription of a New Theropod Ichnospecies and Reassignment of an Avian Ichnogenus
62. Fossil footprints of western North America. New Mexico Museum of Natural His-
tory and Sciences Bulletin, pp. 5–93.

Meng, J., Wang, Y., Li, C., 2011. Transitional mammalianmiddle ear from a new Cretaceous
Jehol eutriconodont. Nature 472, 181–185.

Milàn, J., Christiansen, P., Mateus, O., 2005. A three-dimensionally preserved sauropod
manus impression from the Upper Jurassic of Portugal: implications for sauropod
manus shape and locomotor mechanics. Kaupia Darmst.Beitr. Naturgesch. 14.

Milner, A.R., Lockley, M.G., 2006. The story of the St. George Dinosaur Discovery Site at
Johnson Farm: an important new Lower Jurassic dinosaur tracksite from theMoenave
Formation of southwestern Utah. The Triassic–Jurassic Terrestrial Transition. NMMus
Nat Hist Sci Bull. 37, pp. 329–345.

Nessov, A., Zhegallo, V.I., Averianov, A.O., 1998. A new locality of Late Cretaceous snakes,
mammals and other vertebrates in Africa (western Libya). Ann. Paleontol. 84,
265–274.

Nikitina, L.P., Marin, Y.B., Skublov, S.G., Korolev, N.M., Saltykova, A.K., Zinchenko, V.N.,
Chissupa, H.M., 2012. U-Pb age and geochemistry of zircon from mantle xenoliths
of the Katoka and Kat-115 kimberlitic pipes (Republic of Angola). Dokl. Akad. Nauk
445 (1), 80–85.

Olsen, P.E., 1980. Fossil Great lakes of the Newark Supergroup in New Jersey. In:
Manspeizer, W. (Ed.), Field Studies of New Jersey Geology and Guide to Field Trips.
52nd Annual Meeting of the New York State Geological Association, pp. 352–398.

Olsen, P.E., 2002. Field guide for non-marine boundary events in the Newark Basin (New
Jersey, Pennsylvania, and Connecticut), Eastern United States and their litho-,
chrono-and biostratigraphic context. Guidebooks for FieldWorkshops of the Interna-
tional Geological Correlation Programme. 458, p. 181p.

Olsen, P.E., Padian, K., 1986. Earliest records of Batrachopus from the southwestern United
States, and a revision of some Early Mesozoic crocodylomorph ichnogenera. In:
Padian, K. (Ed.), The Beginning of the Age of Dinosaurs. Cambridge University Press,
New York, pp. 259–273.

Pervov, V.A., Somov, S.V., Korshunov, A.V., Dulapchii, E.V., Félix, J.T., 2011. The Catoca kim-
berlite pipe, Republic of Angola: a paleovolcanological model. Geol. Ore Deposits 53,
295–308.

Polcyn, M.J., Jacobs, L.L., Schulp, A.S., Mateus, O., 2007. The Mosasaurs of Angola. Second
Mosasaur Meeting. 21. Sternberg Museum, Hays, Kansas.

Polcyn, M.J., Jacobs, L.L., Schulp, A.S., Mateus, O., 2010. The North African mosasaur
Globidens phosphaticus from the Maastrichtian of Angola. Hist. Biol. 22, 175–185.
Polcyn, M.J., Lindgren, J., Bardet, N., Cornelissen, D., Verding, L., Schulp, A.S., 2012. Descrip-
tion of new specimens of Halisaurus arambourgi Bardet & Pereda Suberbiola, 2005
and the relationships of Halisaurinae. Bull. Soc. Geol. Fr. 183, 123–136.

Prieto-Márquez, A., Bolortsetseg, M., Horner, J.R., 2012. A diminutive deinonychosaur
(Dinosauria: Theropoda) from the Early Cretaceous of Öösh (Övörkhangai, Mongo-
lia). Alcheringa 36, 117–136.

Rainforth, E.C., Lockley,M.G., 1996. Tracks of diminutive dinosaurs and hoppingmammals
from the Jurassic of North and South America. Mus. North. Ariz. Bull. 60, 265–269.

Rauhut, O.W., Martin, T., Ortiz-Jaureguizar, E., Puerta, P., 2002. A Jurassic mammal from
South America. Nature 416 (6877), 165–168.

Real, F., 1958. Sur les roches kimberlitiques de la Lunda (Angola). Boletim do museu e
laboratório mineralógico e geológico da Faculdade de Ciências da Universidade de
Lisboa 7ª série n° 26 (33 pp).

Rich, T.H., Vickers-Rich, P., Gimenez, O., Cuneo, R., Puerta, P., Vacca, R., 1999. A New Sau-
ropod Dinosaur From Chubut Province, Argentina. National Science Museum Mono-
graphs. 15 pp. 61–84.

Robles-Cruz, S.E., Escayola, M., Jackson, S., Galí, S., Pervov, V., Watangua, M., Gonçalves, A.,
Melgarejo, J.C., 2012. U-Pb SHRIMP geochronology of zircon from the Catoca kimber-
lite, Angola: implications for diamond exploration. Chem. Geol. 310, 137–147.

Rodriguez-de la Rosa, R.A., 2003. Pterosaur tracks from the latest Campanian Cerro del
Pueblo Formation of southeastern Coahuila, Mexico. Geol. Soc. Lond., Spec. Publ.
217 (1), 275–282.

Rougier, G.W., Wible, J.R., Novacek, M.J., 1998. Implications of Deltatheridium specimens
for early marsupial history. Nature 396 (6710), 459–463.

Rowe, T.J., 1988. Definition, diagnosis, and origin of Mammalia. J. Vertebr. Paleontol. 8 (3),
241–264.

Sarjeant, W.A.S., 1975. A vertebrate footprint from the Stonesfield Slate (Middle Jurassic)
of Oxfordshire. Mercian Geol. 5, 273–277.

Sarjeant, W.A.S., Thulborn, R.A., 1986. Probable marsupial footprints from the Cretaceous
sediments of British Columbia. Can. J. Earth Sci. 23, 1223–1227.

Schulp, A.S., Polcyn, M.J., Mateus, O., Jacobs, L.L., Morais, M.L., Tavares, T.S., 2006. NewMo-
sasaur Material From theMaastrichtian of Angola, With Notes on the Phylogeny, Dis-
tribution and Palaeoecology of the Genus Prognathodon. 45. Publicaties van het
Natuurhistorisch Genootschap in Limburg, pp. 57–67.

Sigogneau-Russell, D., Monbaron, M., Russell, D.E., 1988. Découverte demammifères dans
le Mésozoïque moyen d'Afrique. Comptes rendus de l'Académie des Sciences, Série 2,
Mécanique, Physique, Chimie, Sciences de l'univers, Sciences de la Terre. 307
pp. 1045–1050.

Silvestri, S.M., Szajna, M.J., 1993. Biostratigraphy of vertebrate footprints in the Late Trias-
sic section of the Newark Basin, Pennsylvania: reassessment of stratigraphic ranges.
In: Lucas, S.G., Morales, M. (Eds.), The Nonmarine Triassic 3. New Mexico Museum
of Natural History and Science Bulletin, pp. 439–445.

Stanford, R., Lockley, M.G., 2002. Diverse vertebrate track assemblages from the Early Cre-
taceous of Maryland: a new chapter in East coast ichnology. J. Vertebr. Paleontol. 22
(suppl. to 3), 111A.

Stanford, R., Lockley, M., Weems, R., 2007. Diverse dinosaur-dominated ichnofaunas from
the Potomac Group (Lower Cretaceous) Maryland. Ichnos 14, 155–173.

Tamrat, E., Ernesto, M., 2006. Paleomagnetic constraints on the age of the Botucatu For-
mation in Rio Grande do Sul, southern Brazil. An. Acad. Bras. Cienc. 78, 591–605.

Upchurch, P., Mannion, P.D., Taylor, M.P., 2015. The Anatomy and Phylogenetic Relation-
ships of “Pelorosaurus“ becklesii (Neosauropoda, Macronaria) from the Early Creta-
ceous of England. PLoS One 10 (6), p.e0125819.

Walker, A.D., 1970. A revision of the Jurassic reptile Hallopus victor (Marsh), with remarks
on the classification of crocodiles. Philos. Trans. R. Soc. Lond. B Biol. Sci. 257, 323–372.

Wanner, A., 1889. The Discovery of Fossil Tracks, Algae, etc., in the Triassic of York County,
Pennsylvania. Annual Report of the Geological Survey of Pennsylvania for, 1887
pp. 21–26.

White, J.D.L., Ross, P.S., 2011. Maar-diatreme volcanoes: a review. J. Volcanol. Geotherm.
Res. 201 (1), 1–29.

http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0385
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0385
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0385
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0390
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0390
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0395
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0395
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0400
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0400
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0405
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0405
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0410
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0410
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0410
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0415
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0415
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0415
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0415
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0420
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0420
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0425
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0425
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0425
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0425
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0425
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0430
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0430
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0435
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0435
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0435
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0440
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0440
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0440
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0440
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0445
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0445
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0445
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0450
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0450
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0450
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0455
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0455
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0455
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0460
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0460
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0460
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0460
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0465
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0465
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0465
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0465
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0470
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0470
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0470
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0475
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0475
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0480
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0480
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0485
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0485
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0485
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0490
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0490
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0490
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0495
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0495
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0500
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0500
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0505
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0505
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0505
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0510
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0510
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0510
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0515
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0515
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0520
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0520
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0520
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0525
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0525
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0530
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0530
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0535
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0535
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0540
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0540
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0545
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0545
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0545
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0545
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0550
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0550
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0550
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0550
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0555
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0555
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0555
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0555
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0560
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0560
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0560
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0565
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0565
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0570
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0570
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf2010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf2010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf2010
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0580
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0580
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0585
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0585
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0585
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0590
http://refhub.elsevier.com/S0031-0182(16)30346-7/rf0590

	Angolan ichnosite in a diamond mine shows the presence of a large terrestrial mammaliamorph, a crocodylomorph, and sauropod...
	1. Introduction
	2. Geological setting
	3. Material and methods
	3.1. Ichnological abbreviations

	4. Mesozoic crocodylomorph and mammalian records
	4.1. Mesozoic crocodylomorph track record
	4.2. Mesozoic mammalian track record
	4.3. Mesozoic mammalian body fossil record suitable for identification of track-makers

	5. Systematics and description of tracks
	5.1. Crocodylomorph tracks
	5.1.1. Description
	5.1.2. Comparison and interpretation

	5.2. Dinosaur tracks
	5.2.1. Interpretation

	5.3. Dinosaur skin impression
	5.4. Mammaliamorph tracks
	5.4.1. Description
	5.4.2. Comparison and identification


	6. Conclusions
	Acknowledgements
	References


