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INTRODUCTION

ABSTRACT

Grotta Guattari (San Felice Circeo, central Italy) is a key site of Italian and European prehistory.
The cave was a Late Pleistocene hyena den that became famous in 1939 following the discovery of
one of the best-preserved Neanderthal skulls in the World. New archaeological investigations were
carried out between 2019 and 2023 in a peripheral chamber previously unexcavated, known as the
Antro del Laghetro. Thousands of bone remains, tens of coprolites and a small lithic collection were
recovered from a deposit dating to 66-65 ka. This paper presents the archaeological investigations
conducted and the recently uncovered large mammal assemblage. Taxonomic and taphonomic analy-
ses allowed us to identify at least 25 different taxa, some of which had never before been recorded
at this site, and which were hunted or scavenged and transported by cave hyenas. However, for the
first time at Grotta Guattari, cut marks were identified on two bones, prompting further investi-
gation into the possible human role at the site. On this topic, the discovery of several fragmented
Neanderthal bones displaying evidence of gnawing is particularly noteworthy. The palacoecology
of the identified taxa provides an opportunity to propose an environmental reconstruction of the
area at the end of MIS 4. This study highlights that this coastal region was characterised by different
habitats, within which several faunal and floral species survived minor climate oscillations, probably
due to the climate mitigation provided by the Tyrrhenian Sea.

RESUME

La taniére des hyénes de Grotta Guattari (San Felice Circeo, Iralie centrale) : premiéres données fauniques
et environnementales du dépor du MIS 4.

La Grotte Guattari (San Felice Circeo, Italie centrale) est un site clé de la préhistoire italienne et
européenne. La caverne était une taniére de hyenes du Pléistocene Supérieur qui devint célebre
en 1939 2 la suite de la découverte d’'un des crines de Néandertal les mieux conservés au monde.
De nouvelles fouilles archéologiques ont été menées entre 2019 et 2023 dans une chambre périphé-
rique jusqu’alors non fouillée, connue sous le nom d’Antro del Laghetto. Des milliers de reste osseux,
des dizaines de coprolithes et une petite collection lithique ont été récupérés dans un dép6t datant
de 66-65 ka. Cet article présente les recherches archéologiques menées et I'assemblage de grands
mammiferes récemment mis au jour. Les analyses taxonomiques et taphonomiques nous ont permis
d’identifier au moins 25 taxons différents, dont certains n’avaient jamais été observés sur ce site, qui
ont été chassés ou charognés et transportés par les hyenes des cavernes. Cependant, pour la premicere
fois & Grotta Guattari, des marques de coupure ont été identifiées sur deux ossements, ce qui a incité
A poursuivre les recherches sur le réle possible de 'homme sur le site. La découverte de plusieurs
ossements fragmentés de Néandertaliens présentant des traces de rongement est particuli¢rement
intéressante a cet égard. La paléoécologie des taxons identifiés permet de proposer une reconstruction
environnementale de la région 4 la fin du MIS 4. Létude a mis en évidence que cette région cotiere
était caractérisée par différents habitats, au sein desquels plusieurs especes fauniques et florales ont
survécu pendant de légeres oscillations climatiques, probablement en raison de I'atténuation clima-
tique apportée par la mer Tyrrhénienne.

1991a, b; Recchi 1995; Petronio et /. 2021) and elsewhere
in the Pontine Plain (e.g. Canale Acque Alte, Campoverde,
Cava Muracci and Grotta la Sassa; Blanc 1935; Farina 2016;

The Circeo Promontory is mainly known for the discovery
of several Neanderthal remains in three cave sites (Grotta del
Fossellone, Grotta Breuil and Grotta Guattari; Blanc 1939a,
b, 1940, 1954; Blanc & Segre 1953; Alhaique ez al. 1998a).
However, several other highly significant Late Pleistocene fos-
siliferous sites have also been discovered and studied in this
area (e.g. Grotta del Fossellone, Grotta delle Capre, Grotta
Barbara, Grotta Breuil and Grotta Elena beyond Grotta Guat-
tari; Blanc 1937, 1938, 1939a, ¢, 1954; Blanc & Segre 1953;
Caloi & Palombo 1987, 1989, 1991; Alhaique et al. 1996,
1998a, b; Kotsakis 1991; Ruffo & Zarattini 1991; Stiner
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Marra et al. 2018; Gatta er al. 2019, 2021, 2022).

The Pontine Plain, the region within which the Circeo Prom-
ontory is located, has an outstanding number of prehistoric
sites. Approximately ninety open-air sites (Kuhn 1995; Rolfo
et al. 2022) and eight cave sites have been discovered within
a relatively small area of approximately 1000 km? (Fig. 1).
This context allowed researchers to reconstruct the dynamics
of human and faunal populations over a chronological period
that encompasses the entire Late Pleistocene. Unfortunately,
open-air sites only yielded lithic artifacts and geochronological
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’ Open-air sites

. Cave sites &

Fic. 1. — A, ltalian map with location of Grotta Guattari (San Felice Circeo, central Italy); B, photo of the Antro del Laghetto at the beginning of the investigation
in December 2018; C, location of Grotta Guattari and the main prehistoric open-air and cave sites of southern Latium: 1, Grotta Guattari; 2, Grotta La Sassa;
3, Grotta Breuil; 4, Grotta Barbara; 5, Grotta del Fossellone; 6, Grotta dei Moscerini; 7, Grotta S. Agostino; 8, Cava Muracci.
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TaBLE 1. — Number of identified specimens (NISP) from Grotta Guattari, Antro del Laghetto. Abbreviation: L, level.

L.2 L.3 Total

Taxon NISP % NISP % NISP %
Lepus sp. 5 0.6 1 0.2 6 0.4
Canis lupus Linnaeus, 1758 7 0.9 3 0.6 10 0.7
Vulpes vulpes (Linnaeus, 1758) 15 1.8 7 1.3 22 1.6
Ursus spelaeus Rosenmiller, 1794 - - 3 0.6 3 0.2
Ursus arctos Linnaeus, 1758 11 1.3 19 3.7 30 2.2
Mustelidae Fischer, 1817 1 0.1 - - 1 0.1
Felis silvestris Schreber, 1777 2 0.2 - - 2 0.1
Panthera spelaea (Goldfuss, 1810) 1 0.1 1 0.2 2 0.1
Panthera pardus (Linnaeus, 1758) 3 0.4 - 3 0.2
Crocuta spelaea Goldfuss, 1823 163 20.0 125 24.1 288 21.6
Palaeoloxodon antiquus (Falconer & Cautley, 1847) 2 0.2 5 1.0 7 0.5
Elephantidae Gray, 1821 8 1.0 - - 8 0.6
Stephanorhinus cf. S. hemitoechus 2 0.2 1 0.2 3 0.2
Rhinocerotidae Gray, 1821 5 0.6 - - 5 0.4
Equus ferus Boddaert, 1785 55 6.7 25 4.8 80 6.0
Equus hydruntinus Regalia, 1907 - - 8 1.5 8 0.6
Sus scrofa Linnaeus, 1758 55 6.7 39 7.5 94 7.0
Megaloceros giganteus (Blumenbach, 1799) 37 4.5 14 2.7 51 3.8
Cervus elaphus Linnaeus, 1758 230 28.2 113 21.8 343 25.7
Dama dama (Linnaeus, 1758) 40 4.9 20 3.9 60 4.5
Capreolus capreolus (Linnaeus, 1758) 2 0.2 4 0.8 6 0.4
Cervidae Gray, 1821 30 3.7 33 6.4 63 4.7
Bos primigenius Bojanus, 1827 135 16.5 98 18.9 233 17.5
Capra ibex Linnaeus, 1758 3 0.4 - - 3 0.2
Rupicapra sp. 1 0.1 - - 1 0.1
Caprinae Gray, 1821 3 0.4 - - 3 0.2
Total identified specimens 816 100 519 100 1335 100
Identified specimens 816 18.8 519 10.5 1335 14.4
Indeterminate bones 3513 81.2 4443 89.5 7956 85.6
Total 4329 100 4962 100 9291 100

data, as bone remains were rarely preserved due to the soil’s
acidity and the region’s long history of land reclamation and
agricultural activity (Rolfo ez a/. 2022). Therefore, environ-
mental and faunal reconstructions are mainly based on the
multi-stratified cave sites. Six of these are on the coast (four
of which are in the Circeo Promontory), while only two are
inland (Fig. 1). The archaeological/paleontological deposits
are linked to Neanderthal activities (e.g. the external shelter
of Grotta Guattari, Grotta del Fossellone, Grotta Barbara,
Grotta Breuil, Grotta dei Moscerini and Grotta S. Agostino)
or/and cave hyena occupation (e.g. the inner cave of Grotta
Guattari, Grotta del Fossellone, Cava Muracci and Grotta
La Sassa). Unfortunately, most of these sites were investigated
over thirty years ago (e.g. Grotta Barbara, Grotta del Fos-
sellone and Grotta S. Agostino) and some remain partially
unpublished (e.g. Grotta Breuil). Therefore, climate and
environmental reconstructions of the Pontine Plain during
Marine Isotope Stage (MIS) 4 and MIS 3 have mainly relied
on recent studies at Cava Muracci (Gatta et 2/ 2019) and
Grotta La Sassa (Gatta et al. 2022).

The general interpretation of the climate during the Last
Glacial Period is that of considerable variability, marked by
alternating cold and dry phases with more temperate and
humid oscillations, a pattern widely observed across Mediter-
ranean Europe (Allen ez al. 2000; Sanchez-Goii ef al. 2002).
The global causes of the abrupt and repeated climate shifts
of this period are tipically attributed to specific phenomena,
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such as Heinrich events (Hemming 2004; Birner ez a/. 2016)
and severe changes in precipitation (Luetscher e al. 2015).
These environmental changes are reflected in the mammal
assemblages of the last 130 ka, between MIS 5 and MIS 2.
The most significant novelty among the large mammals is
the first occurrence of the evolved form of fallow deer (Dama
dama dama (Linnaeus, 1758)) which replaces D. dama tibe-
rina Di Stefano & Petronio, 1997 during the MIS 5e, and the
appearance of the current form of Cervus elaphus Linnaeus,
1758. The colder climate of MIS 4-3 is attested by the first
occurrence of Coelodonta antiquitatis (Blumenbach, 1799) and
Mammuthus primigenius (Blumenbach, 1799), as well as the
diffusion of Capra ibex Linnaeus, 1758, Rupicapra spp. and
Marmota marmota (Linnaeus, 1758) in hilly, plain and coastal
areas (Petronio ez 2/ 2007, 2011; Di Stefano ez /. 2023). The
Latium region was certainly affected by the climatic fluctuations
of the Last Glacial Period, even though previous studies suggest
the area was characterised by a distinct climatic regionalism
(Gattaetal. 2016, 2019, 2022). However, a detailed environ-
mental reconstruction at a local scale to assess its effects on the
Circeo Promontory has not yet been conducted.

The investigation carried out at Grotta Guattari between
2019 and 2023 offered the opportunity to better understand
the environmental and climatic conditions of the Circeo
Promontory during the Late Pleistocene. The results published
in this paper are part of a large archaeological and heritage
development project that included the excavation of a previ-
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ously unexplored chamber of Grotta Guattari, known as the
Antro del Laghetto (Blanc 1939d; Blanc & Segre 1953; transl.
Chamber of the small lake). In this chamber, a fossiliferous
deposit produced by cave hyenas about 66-65 ka during the
MIS 4 (Rolfo et al. 2023) has been brought back to light.
This deposit contained few lithic artifacts, abundant mammal
remains and several bones of Homo neanderthalensis King, 1864
displaying carnivore gnawing marks (Petronio er al. 2021;
Rolfo ez al. 2023; Fiore et al. in press; Salari ez al. in press).

This work aims to describe the mammal assemblage from
the Antro del Laghetto and discuss its archaeological, environ-
mental and climatic implications.

ARCHAEOLOGICAL BACKGROUND

The obstructed entrance of Grotta Guattari was acciden-
tally discovered on 24th February 1939 during quarrying
activities on private land at the base of the slope of Monte
Morrone (San Felice Circeo, central Italy). While the entire
Circeo Promontory is well known for the presence of caves
and natural shelters, the first exploration of the cave by the
landowner (i.e., Alessandro Guattari) and his workers imme-
diately revealed the cave’s exceptional character. Thousands
of bones were lying on the palacosurface but the attention
was caught by a human skull (i.e., Circeo I), found in a room
later called Antro dell’Uomo (Blanc 1939a; Blanc & Segre
1953; transl. Chamber of Man). Archaeological investiga-
tions began immediately and led only a few days later to the
discovery of a fragmented human mandible (i.e., Circeo II).
After a hiatus caused by World War II, excavations resumed
intermittently until 1951 (Blanc & Segre 1953). Thousands
of faunal remains were recovered, along with hundreds of
coprolites and lithic artifacts. A second human mandible
(Circeo III) was later found by chance outside the cave in
1950 (Sergi & Ascenzi 1955).

The skull, recognised as one of the best-preserved Nean-
derthal’s in the World, was found within a supposed circle of
stones. A first study noted an unnaturally enlarged foramen
magnum, prompting several scholars to hypothesize a can-
nibalistic ritual (Blanc 1939b; Sergi 1974; Ascenzi 1991).
However, gnawing traces on most of the faunal remains and
the abundance of coprolites from a large carnivore were instead
interpreted as evidence of an alternating frequentation of the
cave by humans and hyenas. Fifty years after the discovery,
new in-depth studies on the skull demonstrated that the bone
modifications had also been performed by hyenas and the cave
was finally interpreted as a den (Stiner 1991a, b; Piperno &
Giacobini 1991; Toth & White 1991).

MATERIAL AND METHODS

ARCHAEOLOGICAL INVESTIGATION

‘The Antro del Lagherto is a 22 m2 chamber investigated between
2019 and 2023. The seasonal rise of the groundwater, a water
pump was required to preserve the deposit from flooding during
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Fic. 2. — A, Map of Grotta Guattari with names of every trench and excava-
tion area since 1939. Areas investigated within the Antro del Laghetto between
2019-2023 in blue. The green colour indicates the area where the bone paleo-
surface is preserved.

the archacological campaigns. Due to the geomorphology of
the room prevented to physically grid the palacosurface, which
was instead divided into seven areas spatially georeferenced by
a network of fixed points (Fig. 2). The excavation tools were
chosen layer by layer based on the sediment’s characteristics.
These ranged from hammer and chisel — used to carefully
remove the superficial calcium carbonate crust — to plastic and
metal probes and scalpels, used to investigate the bone deposit
without compromising subsequent taphonomic analyses. All
finds were spatially recorded using a Leica FlexLine TS09 and
by hand drawing, also recording their azimuth and elevation
angles. A GIS map was subsequently developed during the
post-excavation laboratory.

The sediment was first sieved using a 5> mm mesh to recover
centimetre-sized finds and then floated with a2 mm mesh to
collect tiny fragments and microfauna. No selection occurred
during either excavation or sieving, and all types of finds were
recovered (e.g. lithic, bones, shells, charcoal, coprolites etc.).

The findings were individually labelled, stored in drilled zip-
bags and transported to the University of Rome “Tor Vergata”
where they were studied in the Laboratory of Prehistoric
Archaeology.

PALEONTOLOGICAL STUDY

The mammal assemblage discussed in this paper concerns
the finds recovered between 2019 and 2022. The faunal
remains were studied and identified with the support of the
osteological material hosted at the Laboratory of Prehistoric
Archaeology at the University of Rome “Tor Vergata” and
the atlas by Pales & Lambert (1971). A large portion of the
assemblage is very fragmented, often in a state of preserva-
tion that does not allow the recognition of the anatomical
element or the species. The majority of remains consist of
long bone splinters less than 5 cm in length. Furthermore,
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a high percentage of the fossils are covered by calcium carbon-
ate concretions. These are particularly evident on the finds
from the higher layers, closer to the palacosurface, but are
also common within lower layers. Nonetheless, this did not
hinder taxonomic or anatomical identification, albeit careful
measurements were sometimes impossible. Fragments of ribs,
vertebrae and long bones that were not possible to identify
taxonomically were counted among indeterminate remains.
Age at death was estimated by observing the fusion of long
bone epiphyses and the stages of tooth eruption, replacement
and use-wear. Age at death of Bos primigenius Bojanus, 1827
and Equus ferus Boddaert, 1785 were estimated according to
observations by Barone (1974, 1981) and Grant (1982) on
present-day domestic cattle and horse, Sus scrofa Linnaeus,
1758 according to Bull & Payne (1982), Cervus elaphus Lin-
naeus, 1758 according to Mariezkurrena (1983) and Crocuta
spelaea Goldfuss, 1823 according to Brugal ez a/. (1997).

The number of identified specimens (NISP) and minimum
mumber of individuals (MNI) were calculated following
Grayson (1984) and Bokonyi (1970). Fallen and fragmented
cervid antlers were not considered for the MNI. Measure-
ments were taken with a standard calliper following Driesch
(1976) and Eisenmann (1986). Wither heights were esti-
mated using the parameters by Kiesewalter (1888) for horse,
Teichert (1969) for wild boar, Matolcsi (1969) for aurochs
and Wilkens (1989) for red deer. Body masses of horse and
aurochs were based on the studies of Eisenmann & Sondaar
(1998) and De Gusta & Vrba (2005).

Environmental and climatic considerations were based on
the ecology and biogeographic distribution of the identified
species (Dorst & Dandelot 1988; Boitani ez a/. 2003; Amori
et al. 2008; Conti et al. 2010; Pandolfi et al. 2011; Petronio
et al. 2014; Callaway 2016; Salari & Masseti 2016 and ref-
erences therein) in addition to the recently published pollen
analysis (Rolfo ez al. 2023).

TAPHONOMIC ANALYSIS
Macroscopic evidence of gnawing activity by a large carnivore
(i.e., cave hyenas) were clearly visible on the bone remains
from all areas and both levels of the Antro del Laghetto. How-
ever, taphonomic analysis was performed on a sample of
1 136 mammal remains recovered from Area 1 of the Antro del
Laghetro. This area was selected due to the discovery of a third
of the entire fossil assemblage. Therefore, the careful analysis
of bone modifications was carried out to verify whether the
origin of the mammal assemblages was solely the result of
carnivore activity or involved additional depositional agents.
Taphonomic observations were carried out with the aid of
a 10x optical lens and a Dino-Lite Edge microscope, albeit
bones were often covered by hard concretions, which in some
cases prevented the analysis of the original surface (Fiore 2021;
Fiore ez al. in press). Some particularly significant specimens
were analyzed by SEM at the microscopy laboratory of the
Museo delle Civiltir of Rome and with the Hirox 3D Digital
Microscope at LTFAPA within the Department of Scienze
dell’ Antichita, “Sapienza” University of Rome. The analysis of
the bone surfaces of mammal remains from Grotta Guattari
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had already been conducted in previous studies of other areas
of the cave (Piperno & Giacobini 1991; Stiner 1991a, b). The
degree of surface alteration due to pre- and post-depositional
phenomena (Behrensmeyer 1978; Shipman 1981; Lyman
1984; Fisher 1995), as well as fracture typology and the
state of the margins (Johnson 1985; Villa & Mahieu 1991;
Outram 2002, 2004; Outram et al. 2005), were recorded.
Particular attention was paid to the missing portions of the
bones (e.g. complete, missing one or both epiphyses, only
diaphyses; Fig. 3). The typologies of modifications recorded
included: pits and puncture (Binford 1981; Delaney-Rivera
et al. 2009), scores (Marguire ez al. 1980), furrows (Binford
1981; Haynes 1983), ragged edged chewing and crenulated
fractures (Marguire e# a/. 1980; Binford 1981), scooping out
(Sutcliffe 1970; Haynes 1980, 1983; Marguire e al. 1980;
Binford 1981) licking traces (Haynes 1980, 1983; Binford
1981; Pokines & Kerbis-Peterhans 2007). The intensity and
position of tooth marks were analysed on anatomical elements
missing one or both epiphyses (Marguire ez a/. 1980; Binford
1981; Haynes 1983; Ferndndez-Jalvo & Andrews 2016).

Gnawing types were analysed by referencing extensive bib-
liography (Sala e# /. 2012; Saladié et al. 2019; Stewart et al.
2021; Katsagoni ez al. 2023) and through comparison with a
reference collection of bones gnawed by large canids (Fig. 4).
Although canids and hyenas differ in some of their hunting
and carcass exploitation behaviours, they often leave similar
gnawing patterns (e.g. pits, scoring, scooping out, crenatidens,
overlapping pits and scoring).

COPROLITES
Over one hundred coprolites were collected from both the
inner and outer soundings of Grotta Guattari between 2019
and 2022. All specimens were studied at the Laboratory of
Prehistoric Archeology at the University of Rome “Tor Vergata”,
where they were cleaned and dried in a temperature-controlled
environment. The fossil faeces from the internal chambers are
generally better preserved, therefore it is not surprising that
most of the specimens were recovered from inside the cave,
while those from the outer shelter were highly fragmented
and sometimes were reduced to powder within the layers.
A comparison, following the parameters by Diedrich (2012a),
was made with the coprolite collection housed at the Univer-
sity of Rome “Tor Vergata”.

RESULTS

STRATIGRAPHIC SETTING
‘The Antro del Laghetto is one of the inner and smaller rooms
of Grotta Guattari, placed in front of the abovementioned
Antro dell'Uomo (Fig. 2). It has an irregular shape, elongated
and narrow, with a maximum length of 9.93 m and a width
of 3.6 m. The maximum height before excavations was 2.6 m
in Area 5 and the minimum was 1.27 m in Area 2.

The name of this chamber, first mentioned by Blanc (1939d)
since the very first discovery of the cave, derives from the
seasonal (October to May) presence of a modest water basin
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Fic. 3. — Bone damage stages from Grotta Guattari, Antro del Laghetto: A, stage 0, whole bones with traces of gnawing on one or both ends; B, stage 1, bones
with complete diaphysis missing one or both epiphyses; C, stage 2, bones missing one or both epiphyses and a large portion of diaphysis; D, stage 3, long and
short central portion of diaphysis are preserved; E, stage 4, only epiphyses are preserved (data in Table 12).

Fic. 4. — Tooth marks used as a comparison from Grotta Guattari, Antro del Laghetto: A, furrows; B, pits; C, edges are rounded and polished by scooping
out and licking; D, the bone surface appears rough and with diffuse gaps due to heavy gnawing; E, edges rounded and polished by severe licking. Scale bars:
A, B, 1 mm; C-E, 1 mm.
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TABLE 2. — Minimum number of individuals (MNI) from Grotta Guattari, Antro del Laghetto. Abbreviations: a, adult; o, old; vy, very young; y, young; ya, young-adult.

Layer 2 Layer 3

Taxon MNI % vy y ya a o MNI % wy y ya a o
Lepus sp. 2 2.4 - - - 2 - 1 1.7 - - - 1 -
Canis lupus Linnaeus, 1758 1 1.2 - - - 1 - 1 1.7 - - - 1 -
Vulpes vulpes (Linnaeus, 1758) 3 3.6 - - - 3 - 1 1.7 - - - 1 -
Ursus spelaesus Rosenmdiller, 1794 - - - - - - - 1 1.7 - - - 1 -
Ursus arctos Linnaeus, 1758 3 3.6 - 1 - 2 - 2 3.4 - - - 2 -
Mustelidae Fischer, 1817 1 1.2 - - - 1 - - - - - - - —
Felis silvestris Schreber, 1777 1 1.2 - - 1 - - - - - _ _ _
Panthera spelaea (Goldfuss, 1810) 1 1.2 - - - 1 - 1 1.7 - - - 1 —
Panthera pardus (Linnaeus, 1758) 1 1.2 - - - 1 - - - - - — - —
Crocuta spelaea Goldfuss, 1823 14 16.9 1 - 1 7 5 12 20.7 1 1 - 7 3
Palaeoloxodon antiquus (Falconer & Cautley, 1847) 1 1.2 1 - - - - 2 3.4 2 - - - -
Elephantidae Gray, 1821 1 1.2 - - - 1 - - - - - - - -
Stephanorhinus cf. S. hemitoechus 2 2.4 - 1 - 1 - 1 1.7 - - - 1 -
Rhinocerotidae Gray, 1821 1 1.2 - - - 1 - - - — - - - _
Equus ferus Boddaert, 1785 6 7.2 - 1 - 5 - 3 5.2 - 1 1 1 -
Equus hydruntinus Regalia, 1907 - - - - - - - 2 3.4 - - - 2 -
Sus scrofa Linnaeus, 1758 7 8.4 - 2 - 4 1 5 8.6 1 1 - 3 -
Megaloceros giganteus (Blumenbach, 1799) 4 4.8 - - - 4 - 1 1.7 - - - 1 -
Cervus elaphus Linnaeus, 1758 15 1841 - 3 1 9 2 13 224 - 2 - 10 1
Dama dama (Linnaeus, 1758) 4 4.8 - - - 4 - 2 3.4 - - - 2

Capreolus capreolus (Linnaeus, 1758) 1 1.2 - - - 1 2 3.4 - - 2 —
Bos primigenius Bojanus, 1827 11 133 1 2 - 7 8 13.8 - 1 5 1
Capra ibex Linnaeus, 1758 1 1.2 - - - 1 - - - - - - - _
Rupicapra sp. 1 1.2 - - 1 - - - - - — - —
Caprinae Gray, 1821 1 1.2 - - - - - - - - _ _ _
Total 83 100 4 10 2 58 9 58 100 4 6 2 A 5

TaBLE 3. — Distribution of anatomical elements of Crocuta spelaea and the main ungulates from Grotta Guattari, Antro del Laghetto. Abbreviation: L., Level.

Crocuta spelaea Equus ferus Sus scrofa Cervus elaphus Bos primigenius
Skeletal elements L.2 L.3 L.2 L.3 L.2 L.3 L.2 L.3 L.2 L.3
Horn/Antler - - - - - - 47 23 2 3
Skull 12 6 2 - - - 5 3 1 -
Maxillary 5 6 2 - 4 1 - 2 - -
Upper teeth 39 37 8 5 9 7 11 10 9 12
Mandible 17 9 - - 4 3 - - 5 3
Lower teeth 52 51 9 8 10 16 16 4 5 7
Indeterminate teeth 3 2 - - - - - - - -
Atlas 4 - - - - - - - - -
Axis 1 2 - - - - - - 2 -
Vertebrae 8 3 - - - - 7 6 10 2
Scapula - - - - 1 - 2 3 7 4
Humerus 1 - - 13 7 12 1 12 7
Radius - - 1 - 3 - 17 7 15 5
Ulna 9 1 2 - - 1 2 1 3 2
Carpal bones - - 1 3 - 1 4 2 5 6
Metacarpus - 3 6 2 2 1 16 9 10 11
Pelvis - 1 - - 1 - 2 - 1 3
Femur 3 - 1 - - 1 2 1 5 4
Patella - 2 - - - - - - - 1
Tibia 2 - 1 - 1 - 14 7 6 1
Fibula - - - - - - - - - -
Malleolar bone - - - - - 1 - - 2
Talus - - 2 1 - 1 8 3 6 6
Calcaneus - - 3 1 - - 10 5 6 4
Tarsal bones 1 - 2 - - - 5 6 6 4
Metatarsus 2 1 6 1 - - 28 12 9 7
Metapodial bones - - 5 2 1 - 18 5 - 2
Sesamoids - - - - - - 1 - - -
Phalanx | 1 - 3 1 3 - 1 2 6 1
Phalanx Il 3 1 - 1 2 - 1 1 4 1
Phalanx IlI - - 1 - 1 - - - - -
Total 163 124 55 25 55 39 230 113 132 97
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Fic. 5. — Stratigraphy of the Antro del Laghetto: A, stratigraphy of areas 1-4; B, stratigraphy of areas 2-3; C, photo of the stratigraphic deposit from the Antro
del Laghetto. Scale bars: 90 cm.
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Fic. 6. — Spatial distribution of the finds within the Antro del Laghetto: A, B, map (A) and panoramic view (B) of Level 2; C, D, map (C) and panoramic view (D)
of Level 3. Scale bars: B, D, 0.5 m.
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TaBLE 4. — Wither height of the main ungulates from Grotta Guattari, Antro
del Laghetto.

Species/element Wither heights (cm)
Equus ferus Boddaert, 1785
Metatarsus llI 140.2
Metacarpus I 141.7
Metacarpus llI 141.7
Metacarpus Il 142.3
Metacarpus I 144.2
Metacarpus Il 148.7
Metacarpus I 150.6
Metatarsus IlI 151.4
mean 1451
Sus scrofa Linnaeus, 1758
Metacarpus IV 102.7
Cervus elaphus Linnaeus, 1758
Metatarsus 112.6
Metatarsus 115.5
Calcaneus 117.6
Calcaneus 117.6
Metacarpus 120.1
Metacarpus 121.9
Calcaneus 122.1
Calcaneus 122.6
Calcaneus 124.2
mean 119.4
Bos primigenius Bojanus, 1827
Metatarsus 143.9
Metatarsus 146.6
Metacarpus 151.4
Metacarpus 152.6
Metacarpus 154.5
Metatarsus 156.4
Metatarsus 156.4
Metacarpus 157.6
Metatarsus 161.9
Metacarpus 166.9
Metatarsus 167.4
Radius 172.9
Radius 179.3
mean 159.1

powered by rising groundwater. The water flows through a
natural siphon from the lowest area of the room (i.e., Area 2)
and rises to a maximum of about 2 m above the ground surface
(¢. 7 m a.s.l.) according to the local rainfall pattern.

The archacological investigation of the Anzro del Laghetto
allowed us to study a deposit thick between 0.47 m and 1.02 m.
Twenty-five stratigraphic units, belonging to four main levels,
have been identified and documented. The peculiar geomor-
phology of the room and its deposit, which corresponds to
the lowest area of the cave, severely influenced by the periodic
presence of water, made every stratigraphic comparison with
the other areas of the cave extremely challenging. This chal-
lenge was further increased by the excavation of trenches 11
and III (Fig. 2), over eighty years ago, which stratigraphically
isolated the room from the rest of the cave (Rolfo ez al. 2023).

Here, the four levels identified during the recent investiga-
tion of the Anzro del Laghetto are described (Fig. 5):

— Level 1 (the uppermost level) is a thin deposit found
throughout the chamber characterised by two layers: a 1 cm
thick unit of mud, recently deposited by rising groundwater;
2-3 c¢m of calcium carbonate crust, which is friable and not

168

particularly difficult to investigate. The shape of findings
within the lower layer was sometimes guessable below the
thin crust, which covered them like a veil. A coralloid con-
cretion similar to that visible on the paleosurface of other
rooms at Grotta Guattari was sometimes preserved on the
bone remains from the Antro del Laghetto. This stratigraphic
horizon is already dated in the Antro dell’Uomo to 59-51 ka
(Schwarcz et al. 1991; Rolfo et al. 2023).

— Level 2 is a sandy deposit including small limestone
pebbles and sporadic clasts and crust areas. It extends across
the entire room with a variable thickness of about 27 cm
in areas 1, 4, 5, 6 and 7 while it reaches a thickness of up
to 82 cm in Area 2. This level returned an assemblage of
4329 mammal remains, few lithic artifacts and coprolites
(Fig. 6A, B). Finally, the human remains recovered from
the chamber belong to this level. The number of human
remains could increase through ongoing zooarchaeology by
mass spectrometry (ZooMS) analysis.

— Level 3 is a harder deposit characterised by a grey-encrusted
matrix with clasts often incorporating bone remains. The
investigation of this layer, on average 20 cm thick, returned
4962 mammal remains in addition to lithic artifacts and
coprolites (Fig. 6C, D). Unfortunately, severe post-depositional
processes acted on the biological findings of this deposit, deterio-
rating the bone surface, in some cases, completely destroying it.

— Level 4 is at the bottom of the stratigraphy within the
Antro del Laghetto. It is a consistent flowstone concretion
producing an irregular surface with natural pools later filled
by the sandy matrix of the upper Level 3, it covers large clasts
that probably collapsed from the vault of the room. The base
of this level has not been reached anywhere in the chamber.

The thirty-nine lithic artifacts recovered within the Anzro
del Laghetto, were mainly discovered within Level 3 (= 31)
and Level 2 (= 8). However, direct evidence of human activi-
ties carried out in this room is completely missing. Moreover,
this data strongly diverges from the outer rock shelter, where
the archaeological investigation of the deposit brings back to
light many lithic artifacts in several paleosoils with hearths,
butchered faunal remains and rare human remains dating back
to MIS 5. It is possible that the artifacts reached the Anzro del
Lagherro through the ancient access to the cave (Rolfo ez 4/.
2023), now sealed, placed at the bottom of Area 2. The ero-
sion of the older external deposit, following the trampling of
the hyenas, could have induced these industries to slide into
the chamber. Further analyses and studies of the outer area
are ongoing to support this hypothesis.

THE MAMMAL ASSEMBLAGE

The total amount of bone remains analysed is about 9300,
of which 1335 (14.4%) were taxonomically determined
(Table 1). The number of indeterminate remains, above all
splinters of long bones measuring less than 5 c¢m, is rela-
tively high, and it is consistent with previous studies (Stiner
2004 and references therein). This is mainly due to the high
fragmentation produced by the cave hyena’s gnawing, but also
due to trampling, typical of restricted spaces such as caves, and
to water action due to the aforementioned rising groundwater.
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Fig. 7. — Faunal remains from Grotta Guattari, Antro del Laghetto: A, D, E, Cervus elaphus Linnaeus, 1758: A, fragmented skull with basal portions of the ant-
lers; D, left metatarsus (distal end lack) in dorsal view; E, left radius in dorsal view; B, Dama dama (Linnaeus, 1758), skull fragment with basal portion of antler;
C, Megaloceros giganteus (Blumenbach, 1799), basal portion of fallen antler; F, G, Bos primigenius Bojanus, 1827: F, Left metacarpus in dorsal view; G, left
metatarsus in dorsal view; H, I, Equus ferus Boddaert, 1785: H, right metacarpus in dorsal view; I, right metatarsus in dorsal view; J, Capra ibex Linnaeus, 1758,
proximal right metacarpus in dorsal view; K, Palaeoloxodon antiquus (Falconer & Cautley, 1847), upper premolar of a cub in occlusal view; L, Rupicapra sp., first
posterior phalanx in lateral view; M, Sus scrofa Linnaeus, 1758 maxillary fragment in occlusal view. Scale bars: 5 cm.
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TaBLE 5. — Measurements (mm) of carnassial teeth of Crocuta spelaea Goldfuss, 1823 from Grotta Guattari, Antro del Laghetto, Cava Muracci and Grotta La Sassa
(southern Latium, Italy). Abbreviations: L, length; max, maximum; min, minimum; n, number of measurements; s.d., standard deviation; W, width.

Grotta Guattari

Cava Muracci

Grotta La Sassa

n. min max mean s.d. n. min max mean s.d. n. min max mean s.d.
L P4 21 37.6 440 4065 1.678 2 36.7 37.2 36.95 0.354 5 38.2 39.8 38.92 0.729
W P4 18 20.3 23.8 2245 1.035 2 20.4 20.4 20.40 0 5 18.2 20.4 19.32 0.965
L m1 23 29.2 342 31.07 1.314 4 29.8 31.3 30.53 0.695 4 29.4 30.2 29.80 0.365
W mi1 21 12.4 14.8 13.47 0.610 4 13.2 13.8 13.38 0.287 4 13.6 142 13.85 0.252

TaBLE 6. — Remains analysed divided by species with the ratio of gnawed to non-gnawed remains from Grotta Guattari, Antro del Laghetto. The number of
identified specimens (NISP) are 222 excluded 87 isolated teeth and tooth fragments and 37 with unobservable surfaces, total 346.

Taxa NISP Analysed NISP with gnaw. NISP with gnaw.%
Crocuta spelaea Goldfuss, 1823 48 14 29.2
Equus ferus Boddaert, 1785 12 5 41.2
Sus scrofa Linnaeus, 1758 5 4 80.0
Megaloceros giganteus (Blumenbach, 1799) 9 8 88.8
Cervus elaphus Linnaeus, 1758 71 58 81.7
Dama dama (Linnaeus, 1758) 2 1 50.0
Cervidae Gray, 1821 24 19 79.2
Bos primigenius Bojanus, 1827 51 47 92.1
Total NISP 222 156 70.2
Mammal large size 100 54 54.2
Mammal medium size 90 46 51.0
Indeterminate 724 260 35.9
Total Indeterminate 914 360 49.4
Total remains 1136 516 43

TaBLE 7. — Bone surface modifications from Grotta Guattari, Antro del Laghetto.
Stages of abrasion and weathering.

Low Medium High Total
Abrasion
NISP 6 45 85 136
NISP % 4.6 34.4 61.0 100
Weathering
NISP 70 36 19 125
NISP % 56.0 28.8 15.2 100

The most frequent species among the 1335 taxonomically
determined remains in both levels, considering NISP and
MNI values (Tables 1-3), is Cervus elaphus (Fig. 7A, D, E),
following Crocuta spelaea (Fig. 8) and Bos primigenius (Fig. 7F,
G). Equus ferus (Fig. 7H, 1) and Sus scrofa (Fig. 70) are also
abundant, while other taxa are less common and a few are
rare (i.e., less than five remains, Table 1). Several taxa not
previously recorded at Grotta Guattari were identified, i.c.,
Panthera spelaca (Goldfuss, 1810) in both the levels, Rupi-
capra sp. (Fig. 7N) and Felis silvestris Schreber, 1777 in Level 2,
and Equus hydruntinus Regalia, 1907 in Level 3 (Tables 1;
2). Over 60 remains, most of which fragmented antlers, were
assigned to Cervidae Gray, 1821 since it was impossible to
establish the species. According to the same principle, some
remains of a very young ibex or chamois were attributed to
Caprinae Gray, 1821 and postcranial fragments of elephant
and rhinoceros to Elephantidae Gray, 1821 and Rhinocer-
otidae Gray, 1821.
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The faunal list from the Antro del Laghetto is composed
of common species in the Italian Late Pleistocene record.
Most of the species have been present in Italy since the
Middle Pleistocene, except for the modern forms of red
deer and fallow deer, which are only attested from the Late
Pleistocene (Petronio ez al. 2007,2011,2019). The extinc-
tion of Palaeoloxodon antiquus (Falconer & Cautley, 1847)
and Stephanorbinus hemitoechus (Falconer, 1868) is currently
dated to MIS 3 (Palombo & Ferretti 2005; Pandolfi ez al.
2017; Di Stefano et al. 2023). Ursus spelaeus Rosenmiil-
ler, 1794, Panthera pardus (Linnaeus, 1758), C. spelaca
and Dama dama (Linnaeus, 1758) (Fig. 7B) disappeared
shortly before or during the Last Glacial Maximum, while
the latest occurrences of P spelaca, E. ferus, E. hydruntinus
and Megaloceros giganteus (Blumenbach, 1799) (Fig. 7C)
date to the Late Glacial or early Holocene (Petronio ez 4.
2007, 2011; Di Stefano ez al. 2023). Bos primigenius died
out in historical times, while the other species are still liv-
ing (Boitani e# al. 2003; Petronio ez al. 2007), although
Capra ibex (Fig. 7L) and Rupicapra spp. have changed the
altitudinal distribution (Di Stefano ez 2/. 2023). Therefore,
the biochronological framework of the species discovered
ranges between the beginning of the Late Pleistocene
and the MIS 3 and agrees with the radiometric dating
between 66 and 65 ka returned from Level 2 of the Antro
del Laghetro (Rolfo er al. 2023).

A high percentage of the remains belong to adult indi-
viduals (82% within Level 2 and 80% within Level 3),
while young specimens are very scarce. However, C. spelaea
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Fic. 8. — Crocuta spelaea Goldfuss, 1823 from Grotta Guattari, Antro del Laghetto: A, fragmented skull in frontal view (A1) and in lateral view (A2); B, mandible
in occlusal view; C, left mandible in labial view; D, left mandible fragment in lingual view; E, left mandible in labial view; F, right mandible fragment in labial view;
G, left mandible in labial view. Scale bar: 5 cm.
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TaBLE 8. — Summary of the presence of different gnawing types on skeletal portions. Abbreviation: NISP, number of identified specimens.

Tooth marks Scores Pits Punctures Notch Furrows Scooping out Licking/Chipped back edges Crenatidens
Skull 5 5 - 1 - - 6 -
Skull-Antler 22 23 11 - - - 22
Skull-Maxillary 1 2 - 1 - - 2 -
Skull- Mandible 2 2 - - - - 1 -
Skull-Teeth - - - - - - -
Vertebrae 7 9 3 1 1 - - 7
Scapula-Pelvis 8 8 1 2 - - - 6
Long bones 47 51 6 13 23 21 35 4
Short bones 13 13 6 1 2 1 3 3
Total NISP 105 113 17 30 26 22 47 42

TaBLE 9. — Detail of the presence of different gnawing types on the different skeletal elements according to the size of the animals. Abrreviations: Ant, antler;
Fe, femur; Hum, humerus; Long b., long bones; LSM, mammal large size; Mand, mandible; Max, maximum; Mp, metapodial; MSM, mammal medium size;
NISP, number of identified specimens; Pel, pelvis; Phal, phalanx; Ra, radius; Sc, scapula; Short b., short bones; Sk, skull; Tb, tibia; U, ulna; Vt, vertebrae.

Tooth marks Sk Ant Max Mand Vt Sc Hum Ra Ul Pel Fe Tb Shortb. Mp Phal Longb. NISP
LSM - - 1 2 3 4 5 3 - 1 3 3 10 11 - 1 a7
MSM 5 22 - - 4 1 1 3 1 2 4 2 8 1 4 58
Scores 5 22 2 7 5 6 6 1 3 3 7 12 19 1 5 105
LSM - - 2 2 4 4 5 3 - 1 3 3 10 11 - 1 49
MSM 5 23 - - 5 1 2 6 1 2 - 4 2 8 1 4 64
Pits 5 23 2 2 9 5 7 9 1 3 3 7 12 19 1 5 113
LSM - - - - 2 1 2 1 - - - - 5 2 - - 13
MSM - 1 - - 1 - - - - - - - - - 1 1 4
Punctures - 1 - - 3 1 2 1 - - 5 2 1 1 17
LSM - - 1 - - - 1 1 - 1 - 1 - 1 - 1 7
MSM 1 11 - - 1 - 2 3 - 1 - 1 - 2 1 - 23
Notch 1 11 1 - 1 - 3 4 - 2 - 2 - 3 1 1 30
LSM - - 1 - - - - 2 - - - 1 2 7 - - 13
MSM - - - - - - 2 2 1 - - 2 - 4 - 1 12
Furrows - - 1 - - - 2 4 1 - - 3 2 11 - 1 25
LSM - - - - - - 3 2 - - - 1 - 4 - - 10
MSM - - - - - - 2 4 - - - 2 - 2 1 1 12
Scooping out - - - - - - 5 6 - - - 3 - 6 1 1 22
LSM - - 2 1 - - 3 3 - - 1 2 - 7 - - 19
MSM 6 - - - - - 3 4 1 - - 4 2 5 1 2 28
Licking 6 - 2 1 - - 6 7 1 - 1 6 2 12 1 2 47
LSM - - - - 1 3 - - - 1 - 1 2 2 - - 10
MSM - 22 - - - - - - 2 - - 1 - - 1 32
Crenatidens - 22 - - 3 - - - - 1 3 2 - 42

is represented by abundant senile but some young and very
young specimens are also present (Table 2). Palacoloxodon
antiquus (Fig. 7M) is only attested by a few puppies and
very young individuals (Table 2).

Wither heights have also been calculated for several spe-
cies (Table 4): one measurement for S. scrofz (102.7 cm),
comparable to those from Avetrana (Salari ez a/. 2019); nine
measurements for C. elaphus (between 112.6 and 124.2 cm;
119.4 cm average), eight for E. ferus (between 140.2 and
151.4 cm; 145.1 cm average) and thirteen for Bos primigenius
(between 143.9 and 179.3 cm; 159.1 cm average). The size
of red deer from Grotta Guattari is relatively large, greater
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than those of the current Italian populations and the Late
Pleistocene ones from the nearby Grotta del Fossellone and
quite similar to those from Grotta Parignana (Di Stefano ez 4.
2015). Moreover, the body mass of the aurochs was estimated
based on four first phalanges. It is comprised between 945 and
2740 kg (average of 1520 kg) which is slightly higher than
those from Avetrana (411-2330 kg; an average of 1043 kg)
(Pandolfi ez al. 2013; Salari ez al. 2019) and modern adult
bovids of Chianina breed (over 1600 kg for males; over
1000 kg for females) (anabic.it). The body mass of E. ferus
was also estimated, based on the size of five metacarpi and

two metatarsi, between 332 and 486 kg (average of 434 kg).
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Fic. 9. — Typologies of concretions: A, red deer antler with: 1, coralloid concretions; 2, stalagmitic incrustations; 3, encrusted soil; B, cave hyena skull:

1, coralloid concretions. Scale bars: 5 cm.

The wither heights and body mass values of our horses are
slightly higher than those from Cardamone, Tana delle Iene
and Melpignano (Conti ef a/. 2010) but significantly lower
than those of the “gigantic horses” (Eisenmann 2003) from
San Sidero 3, San Sidero 6 and Torre in Pietra (Conti ez 4.
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2010). Crocuta spelaea from Grotta Guattari is also relatively
large. The length of the upper carnassial (P4) is included
between 37.6 and 44.0 mm (average of 40.7 mm) and the
lower carnassial (m1) between 29.2 and 34.2 mm (average
of 31.1 mm). These measures are significantly larger than
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S
L =8.604 mm

Fic. 10. — Types of modifications found on bone remains from Grotta Guattari, Antro del Laghetto: A, C, tibia of Bos primigenius Bojanus, 1827 and tibia of
Cervus elaphus Linnaeus, 1758 with furrow caused by sliding the tooth (photo with Microscopy Hirox); B, Equus ferus Boddaert, 1785, metapodial with high
degree gnawing the surface with pits (white arrows) and furrows (yellow arrows) overlapping; D, Sus scrofa Linnaeus, 1758, phalanx | with punctures, the
holes caused by tooth pressure. Abbreviations: L, lenght. Scale bars: A, B, 1 cm; C, 2 mm; D, 5 mm.

Late Pleistocene cave hyenas of closer sites such as Cava
Muracci and La Sassa (Table 5) but also the modern spot-
ted hyena and suggest that several specimens from Grotta
Guattari were among the biggest of western Europe (see
Testu 2006; Iannucci et al. 2021; Lewis & Werdelin 2022).

HUMAN REMAINS

A few dozen possible neanderthal bones were found and
delivered to the Soprintendenza Archeologia, Belle Arti
e Paesaggio per le Province di Frosinone e Latina between 2019
and 2023. At present, 16 of them have been confirmed as
human by the anthropologists. The Neanderthal remains
have only been found within Level 2 (Fig. 6A) within a
limited area of the Antro del Laghetto (i.c., Area 2-3-4)
and consist of skull fragments, teeth and few post-cranial
bones. The new remains, which represent an exceptional
addition to the Itralian Middle Palaeolithic record and to
the broader European paleoanthropological dataset, will
allow us to better understand the already high presence of
Neanderthals in the Circeo Promontory and in general in
the Pontine Plain.

TAPHONOMIC OBSERVATIONS

A study of the bone surface modifications on the mammal
assemblage from the Anzro del Laghetto was also carried out.
The taphonomic analysis presented in this study focused on the
finds from Area 1. The bone assemblage from Area 1 consists
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of over 3500 bone remains, of which 346 were taxonomically
determined. Taphonomic analysis was performed on remains
which were identified taxonomically and on 914 unidenti-
fied specimens. The NISP excluded 87 isolated teeth and
tooth fragments, and 37 bone remains are too fragmentary
to allow for accurate analysis.

The analysis mostly involved large and medium-sized
ungulates and several remains of cave hyenas (Table 6).
However, a human femur and portions of a skull clearly
show traces of gnawing. The remains are often covered by
a hard concretion that hindered the study of the bone sur-
faces (Fig. 9). These are characterized by a high degree of
abrasion, probably due to deposition within the sandy layer
and the action of water that flooded part of the cave until
recent times. Various degrees of cracking have also been
observed. Finds with slightly cracked surfaces predominate
but specimens with macroscopic fissures due to weathering
are also present (Table 7). This data suggest that cave hyenas
introduced both fresh prey and bones already affected by
weathering into the cave.

Preliminary data indicate that over 50% of the remains
display traces of gnawing by a large carnivore (i.e., the cave
hyena). These data agree with previous results by Piperno &
Giacobini (1991) and Stiner (1994). However, our study
provides greater detail on how the Grotta Guattari hyenas
processed ungulate bones — examining the types of traces,
their anatomical distribution, and bone fracturing.

COMPTES RENDUS PALEVOL e 2025 24 (10)



The cave hyena den of Grotta Guattari (San Felice Circeo, central Italy) <

Fic. 11. — Red deer humerus with gnawing from Grotta Guattari, Antro del Laghetto: A, lateral view; B, medial view; C, detail of the posterior face damaged by
gnawing. Scale bars: A, B, 3 cm; C, 2 cm.

Tooth marks

Gnawing traces are particularly evident and well represented
on ungulate bones, particularly on the remains of Bos primi-
genius and Cervus elaphus (Table 6; Figs 10; 11), which are
the most common species in the cave , with large and well-
preserved bones. However, traces of gnawing were also found
on cave hyena remains (Fig. 12) and at least two Neanderthal
remains (Fiore 2021; Fiore ez 4l. in press).

Almost all long bone fragments analyzed displayed typical
damage due to the action of carnivore teeth. Marks on bones
are mainly produced by molars and premolars (e.g. scores,
pits, etc.), more rarely by incisors and canines (e.g. punctures).

The following types of modifications were identified

(Tables 8-10):

Pits. Small subcircular or triangular non-punching depres-
sions often repeated and insistent.

Scores. Insisted and repeated furrows caused by sliding the
tooth across the surface with removal of bone surface.
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Pits and scores are the most frequent traces and affect all
anatomical elements of prey species. However, they are par-
ticularly abundant on antlers of Cervidae and on the epiphyses
and metaphyses of long bones across all taxa (Tables 8-10;
Fig. 10A-C). Observations of modern hyenas suggest that
this carnivore is usually more interested in the epiphyseal
ends than the diaphysis (Piperno & Giacobini 1991; Marean
et al. 1992; Stiner 1994, 2004; Tyler Faith 2007; Pokines &
Kerbis-Peterhans 2007; Schick ez 2l 2007; Fourvel ez al. 2015;
Arriaza et al. 2019; Stewart et al. 2021).

However, the presence of pups at Grotta Guattari has
probably altered the distribution of gnawing marks on some
anatomical elements.

Punctures. Punctures are the holes caused by tooth pressure and
are found mainly on vertebrae, short bones, and epiphyseal ends,
where trabecular bone is abundant, and canines can penetrate the
surface and leave a mark. Punctures are not related to recover-
ing meat parts but are probably related to the transport of body
they were made by a large carnivore, such as a hyena (Fig. 10D).
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TasLE 10. — Summary of the presence of different gnawing types according to NISP animal size. The percentages are derived from the NR with trace type
compared to the total NISP of gnawed fragments for size (e.g. scores 47/51). Abbreviation: NISP, number of identified specimens.

Tooth mark - Ungulata Large size Medium size Large size % Medium size %
Scores 47 58 92.2 64.4
Pits 49 64 96.5 711
Punctures 13 4 25.5 4.4
Notch 7 23 13.7 25.8
Furrows 13 12 23.5 13.3
Scooping out 10 12 19.6 13.3
Licking/Chipped back edges 19 28 37.3 31.1
Crenatidens 10 32 19.6 35.6
Total NISP with gnaw 51 90 100 100

TaBLE 11. — Breakage analysis of major long bones from Grotta Guattari, Antro del Laghetto. Abbreviation: NISP, number of identified specimens.

Fracture outline Transversal Oblique Longitudinal
Large Size
Humerus 2 4 -
Radius - 2 2
Tibia - 5 1
Metapodials - 2 8
NISP 2 13 11
Medium Size
Humerus - 1 2
Radius - 1
Femur - 1 -
Tibia - 1 -
Metapodials 3 - 1
NISP 4 3 4
Total NISP 6 16 15

Notch. Tooth profile recess at the fracture margin (Fig. 11A).

Scooping out. Insistent furrows with the removal of major
portions of trabecular bone to access the marrow. These traces
are visible on the epiphysis end (Fig. 11C).

Crenulated edges. Traces of crenatidens are observed on the
fracture edges of flat bones such as vertebrae, scapulae and
coxals.

Chipped back edges. Denticulated fracture margins of long
bones, often with a notch (Fig. 11A, B).

Licking. Traces of licking and chipped back edges are visible
as rounded and polished fracture margins in bone remains
with internal nutrients, such as long bones with medullary
cavities but also some portions of the skull.

Tooth marks were observed on most of the remains analysed
although different specimens show varying degrees of intensity
from heavy to high. The observed traces are consistent with
those left by a large carnivore, while some thinner traces can
be referred to hyena pups rather than to a small carnivore.

The presence of nibbling sticks (Fig. 13A), which are frag-
ments of bone or antler chewed intensively by cubs during
the teething, provides direct evidence of gnawing by young
hyenas on the findings from Grotta Guattari. The teething
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of cubs can produce long, deep and narrow striae and tri-
angular or oval marks (Diedrich 2006: fig. 14), which are
common on nibbling sticks. Similar traces were also found
on some fragments of diaphysis at Grotta Guattari, which is
why it is hypothesised that they may be produced by hyena
cubs rather than a small carnivore. Moreover, these traces
had already been identified at Grotta Guattari (Stiner 1994:
124). Sometimes it is possible to recognize clusters of grooves
and pits but in some cases these are repeated and overlap-
ping. The bone surface appears rough and with diffuse gaps
when high-degree gnawing is present, making it impossible
to distinguish specific types of marks. These types of traces
have also been observed on Neanderthal skull fragments from
Grotta Guattari. The statistical analysis of the anatomical
distribution of the traces reveals a higher frequency on large-
sized prey compared to medium-sized ones (Table 10). This
is probably due to the greater density and thickness of the
large bones, which are more resistant to damage and require
greater effort by hyenas.

Breakage analysis

The breakage analysis of major long bones shows that oblique
fractures with complete diaphysis circumference and lon-
gitudinal fractures with incomplete diaphysis are equally
represented, while transverse fractures are less represented
(Table 11). These fractures are usually visible on dry bone
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Fic. 12. — Hyena bone remains with traces of gnawing from Grotta Guattari, Antro del Laghetto: A, left mandible with: B, detail of gnawing; C, distal femur in
posterior view. Scale bars: A, 2 cm; B, 5 mm; C, 1 cm.

with irregular margins, lacking the grooves and lines typical
of fractures on fresh bone such as hackle marks and ribs along
the fracture margins (Johnson 1985). However, these traces
are often obscured by gnawing, making direct observation
of fracture margins difficult.

A detailed study was conducted on long bone fragments
with evidence of gnawing, focusing on missing portions.
Ungulate long bones were divided into four categories (from
Stage 0 to Stage 4), based on the progressive reduction of the
epiphysis and diaphysis (Table 12; Fig. 3).

Stage 0. Whole elements with traces of gnawing on one or
both ends without significant removal of the epiphyseal por-
tion. Includes nearly complete elements (Table 12; Fig. 3)
with traces involving the proximal epiphysis of radius and
metapodials, with minimal removal of epiphysis surface.

Stage 1. Elements with complete diaphysis but missing one
or both epiphyses. It mainly consists of metapodials missing
the distal epiphysis, while the diaphysis remains preserved for
almost their entire length (Table 12; Fig. 3).
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Stage 2. Elements missing one or both epiphyses and a large
portion of diaphysis. It is the most numerous group, consist-
ing of fragments missing the mid-proximal part of metapo-
dials, humerus and tibia. Those missing the mid-distal part
are less represented.

Stage 3. Only a small central portion of the diaphysis (a few
cm) is preserved.

Stage 4. Only epiphyses are preserved. Itis the least represented
group, mostly consisting of femurs and tibiae fragments.
The forty-two findings analysed were predominantly
metapodials (NISP 44), less represented are femurs and
the other elements have similar values (Table 12). The
data obtained allow us to reconstruct the sequence and
mode of long bone destruction by the cave hyena at
Grotta Guattari. The gnawing begins from the epiphyseal
parts with the removal of the trabecular bone and then
proceed to the reduction of the diaphysis to reach the
marrow. Sometimes the circumference of the diaphysis is
intact, in other cases shattered. A large proportion of the
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TaBLE 12. — Bone damage stages. The drawing scheme in Figure 3. Abbreviations: a, long; b, short; d, distal; dia, diaphysis; ep, epiphysis; NISP, number of

identified specimens; p, proximal.
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specimens observed appear to represent early or slightly
advanced stages of gnawing, prior to the crushing and
destruction of the bone.

Gnawing on the different taxa

Cave hyenas are mainly represented by isolated teeth, attrib-
utable to at least four adult individuals, displaying traces of
cannibalism (Table 6). The body part with the greatest number
of traces is the skull but gnawing on the post cranium was
also documented (Figs 9B; 12).

A neurocranial fragment, thus lacking the anterior part
of the face due to gnawing, shows an open occipital por-
tion with zig-zag and rounded margins (Fig. 9B). There are
minor and medium cracks on the mandible fragments. The
most obvious traces of gnawing are located on the ramus on
the lower/ventral edges of the mandibles, the traces consist
of overlapping grooves and pits. Two teeth display circular
traces indicative of tooth pressure, while furrows are visible
on the partially preserved enamel of another specimen. An
almost completely intact atlas shows gnawing along the lateral
edges of the wings. A small portion of the coxal bone with
part of the acetabulum appears heavily chewed. The humerus
has a moderate degree of gnawing, with the proximal epi-
physis missing and rounded fracture margins suggestive of
scooping-out activity. The diaphysis and distal epiphysis bear
scattered punctures and score marks. The ulnae have varying
degrees of gnawing. One lacks the olecranon and shows light
gnawing on the mid-distal shaft; another is heavily chewed,
preserving only the medial portion, with intense traces of
scoring. A tibia with a moderate degree of gnawing is miss-
ing the proximal epiphysis, which shows jagged and rounded
fracture edges. The middle to distal portion is preserved with
sparse pits and scoring.

178

Cannibalism among hyenas is a frequent behaviour (Cruz-
Uribe 1991; Diedrich 2012b, 2014). Their carnivore dentition
consists of strong and stubby teeth with sharp edges specialised
in bone-crushing. Some hyena teeth show oblique intrusive
wear and deep longitudinal and oblique grooves, probably
due to bone-crushing activity.

Equus ferus is represented by a few remains belonging to
adult and young-adult individuals. Traces of gnawing docu-
mented from the denticulated edge and punctures were found
on maxillary bones. Two complete metapodials show gnawing
on proximal and distal epiphyses (Table 6).

A few elements of adult and young-adult individuals of Sus
scrofa were analysed. Two complete phalanges I show markings
and probable punctueres with moderate gnawing. The talus
displays heavy gnawing on the edges and missing portions.

Nine Megaloceros giganteus remains attributable to adult
individuals were studied. The elements show a moderate degree
of weathering with medium to low-grade gnawing. Observed
marks include pits, furrows and crenated margins on three
skull pedicles and three shed antlers (Table 6).

Cervus elaphus is represented by remains referable to
adult individuals (Table 6). The remains mostly consist of
antler fragments, although all portions of the skeleton are
represented. Long bone diaphyseal fragments add to the
abundant category of indeterminate remains. Among the
larger fragments, there is a high incidence of shed antlers
with preserved roses, while skulls with antlers are less repre-
sented. The antler fragments show localised chewing on the
fracture margins, which are transverse and oblique, while
the circumference is usually complete. Only in one case
the antler is dissected longitudinally. A pointed fragment is
completely gnawed with deep transverse furrows and can be
classified as a nibbling stick (Fig. 13A). The SEM analyses
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Fic. 13. — A, Nibbling stick on red deer antler from Grotta Guattari, Antro del Laghetto; B, details of a furrow; C, profile of the gnawing (SEM). Abbreviation:

L, length. Scale bars: A, 1 cm; B, 1 mm; C, 200 pm.

shows that the investigated area is affected by persistent
gnawing with furrows of the same depth as if the bone had
been munched between molars and premolars (Fig. 13B,
C) and bites were not aimed to fracture the bone, since pits
or punctures are absent.

The anatomical distribution and frequency of gnawing
traces are consistent with previous studies (Stiner (2004 and
references therein). Several Italian Late Pleistocene sites with
hyena presence show a marked preference for horns/antlers,
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an apparent behavioural trait unique to hyenas (Webbs 1989;
Stiner 2004), and the upper levels of Grotta Guattari are
a perfect case study (Stiner 1991b, 1994: 257-260).

Several finds display weathering traces with prominent
and intrusive cracks confirming that these were collected
and transported within the cave by carnivores. Among the
tibiae, one is complete with chewing traces on the proximal
portion, while the remaining fragments are all mid-distal
fragments with traces.
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TaBLE 13. — Spatial distribution and preservation of Grotta Guattari coprolites.

Fragmented Semi-intact Intact Total
Small Lake 16 17 17 50
Morphotype 1 5 7 11 23
Morphotype 2 - 2 4 6
Not identifiable 11 8 2 21
Other soundings 20 5 23 48
Inside the cave 10 5 22 37
Outside the cave 10 - 1 11
Total 36 22 40 98

Dama dama is a relatively rare species at Grotta Guacttari.
A frontal bone with a basal antler shows fracture margins
with visible browning.

Remains generically attributed to Cervidae mostly consist of
antler and long bone fragments. Many elements have gnawed
margins with abundant pits and scores on bone surfaces.

Bos primigenius is the second most common ungulate in
the Antro del Laghetro after red deer (Table 6). The remains
analysed in this preliminary study refer to at least four indi-
viduals (two young and two adults). All the elements, except
some teeth, present traces of gnawing: holes, grooves, and
ragged edges. The long limb bones and scapulae show the
greatest damage with large portions of bone having been
destroyed. The long bones of the limbs show variable degrees
of gnawing: some are missing one or both epiphyses, others
are missing the metaphyses, and some preserve only small dia-
physeal segments. Tarsal bones are generally intact, but show
holes, furrows and small lacunae on the surface. In particular,
the calcaneus displays invasive gnawing on the caput. The
gnawing is therefore concentrated in the areas that present
the richest number of organic substances (e.g. fat, cartilage
and ligaments), which are abundant on the epiphyses. This
sample of gnawed buc still identifiable remains probably
reflects the initial stages of gnawing.

The most destructive activity is attested by the hundreds
of indeterminate diaphyseal remains under 5 cm in size
(many fragments are comparable in size and thickness to
auroch bones). These fragments show gnawing and fracture
patterns typical of large carnivore activity. Some small bone
fragments exhibit modifications suggestive of digestive
corrosion; however, thick concretions cover the surfaces
hindering a detailed analysis.

Anthropogenic traces

Prior to this study, no evidence of human activity had ever
been documented on bones from Grotta Guattari. Therefore,
the identification of butchery traces on a radius of C. elaphus
and probably on a humerus from a large mammal is an abso-
lute novelty (Fig. 14).

A distal humeral diaphysis shows a fracture pattern and
surface modifications that could be intentional, given the
presence of a large notch with flaked areas on the medullary
face and no evidence of gnawing. Moreover, a fragmented
radius displays cut marks. A wide notch on the anterior face
at mid-diaphysis could be the result of intentional fractur-

180

ing. The edge displays removals consistent with percussion
impact, and the margins exhibit characteristics of fresh
breakage, including small grooves and surface roughness.
Three distinct groups of oblique cuts are located on the
anterior diaphysis, all oriented antero-laterally (Figs 14; 15):
two short, oblique cuts near the epiphyses (Fig. 14B); long
arcuate cuts on the metaphysis (Fig. 14C); long arcuate cuts
on the mid-diaphysis (Fig. 14D). The high-magnification
analysis of the second group of cuts highlighted a V-shaped
cross-section at the point of lithic tool entry (Fig. 15A, B),
while thin striae caused by the shoulder effect (i.e., raised
edge along one side of the cut mark) are visible along the
incision edge. The inner surface of the groove is covered
with a thin layer of concretion (Fig. 15A, B), which prob-
ably contributed to the optimal preservation of the marks.

Based on their morphology, location, and orientation, these
cut marks can be interpreted as resulting from a single fleshing
activity. Particularly noteworthy are the traces found on the
pointed end of the radius, which is blunted and marked by a
cluster of streaks. These typologies of traces are problematic
as can be related to occasional trampling, but their placement
and extent suggest intentional use by humans — possibly as
an expedient tool for scraping.

The coprolites

Fifty coprolites were recovered from the Antro del Laghetto.
All seven investigated areas returned coprolites, but a notable
concentration is attested in Area 4.

Fossil facces were commonly found as single pellets dur-
ing excavation. In many cases, multiple pellets were found
close to each other, suggesting they originally formed
part of the same dropping; however, physical connections
were rarely attested. The closed environment of the cave,
extremely rich in calcium carbonate from sustained water
dripping, had a key role in the fossilisation of the dung.
Consequently, carbonate concretions are commonly found
on the surface of the fossil dung. The level of preservation
of the coprolites from this chamber is evenly distributed
between intact (34%), semi-intact (34%) and fragmented
specimens (32%; Table 13). The coprolites are generally
solid, though a few have a softer or powdery consistency.
The external cortex is usually compact, due to the pres-
ence of intestinal lubricant that facilitates the dejection
(Horwitz & Goldberg 1989). Traces of trampling on fresh

excrements are also visible on a small number of specimens.
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FiGc. 14. — Butchery traces on remains from Grotta Guattari, Antro del Laghetto: A, mid-proximal radius of adult Cervus elaphus Linnaeus, 1758; B-D, zoom
of the cut marks on the bone; E, position of the find (white arrow) in the paleosurface. Scale bars: A, cm; B, 1 mm; C, D, 2 mm.
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Fic. 15. — Butchery traces from Figure 14C observed with a Hirox microscope:
A, overall view; B, enlargement of an area of A. Scale bars: 1 mm.

Internally, the coprolites are characterised by a granular
texture, a result of post-depositional dehydration. A whit-
ish colour characterises both the cortex and interior of the
coprolites, although a few specimens show yellowish or
light brown hues, possibly reflecting a slightly different
process of mineralisation.

All coprolites underwent a general morphometric study,
including weighing on a centigram-sensitive scale and meas-
uring with a standard calliper. This study revealed the pres-
ence of at least two morphotypes (Table 13). Morphotype
one specimens (Fig. 16A-E) are generally diagnostic. Their
diameter ranges from 3 to 6.9 cm, and their dry weight
varies between 13 and 156 grams. Macroscopic inspection
frequently revealed the inclusion of small bone fragments.
Morphotype two specimens (Fig. 16F) are significantly
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smaller, measuring between 1.1 and 2.9 c¢m in diameter,
with an average weight of 3-4 grams per pellet. These pel-
lets display a well-defined and recurring globular shape with
a pointed/tapered end. Interestingly, this morphotype was
also recovered from the same layers in another room of the
cave, the nearby Antro dell’Uomo.

DISCUSSION

Taphonomic observations, together with the significant taxo-
nomic diversity, and the abundance of C. spelaea remains and
coprolites, suggest that this carnivore was the main agent
responsible for the transport, modification and accumulation
of the bone remains in the Anzro del Laghetto, including both
fauna and Neanderthals. This interpretation is consistent with
previous analyses of the mammal remains from other rooms
of the cave, including the Neanderthal skull that was first dis-
covered (Piperno & Giacobini 1991; Stiner 1991a, b; Toth &
White 1991). Although remains of other carnivores have
been found at Grotta Guattari, gnawing marks attributable
to species other than hyenas are absent. Therefore, these other
carnivores were likely introduced in cave as prey. Nonetheless,
the intensity and prevalence of hyena-related modifications
may have obscured any marginal actions by other predators.
The limited presence of lithic industries in the Antro del
Laghetto, in addition to the apparent absence of any other
evidence of human activities such as charcoal or ash, suggests
humans probably did not occupy the cave during the cave hyena
frequentation (late MIS 4). The main interpretation is that
the sporadic artifacts discovered reached the cave hyena living
floor as a result of the carnivore’s own activity, which caused
the erosion and dispersal of the older external archaeological
deposit through daily trampling and digging. A detailed study
of wear traces on the lithic collection is currently ongoing and
will hopefully shed light on the origin of the artifacts from
the Antro del Lagherro. Therefore, the red deer radius bearing
traces of butchering could represent a discarded butchering
waste introduced by hyenas along with other remains, albeit
a sporadic frequentation of the cave by Neanderthals who
lived in the surrounding area cannot be excluded.
Modifications produced by large carnivores are the most
prominent traces on bones and shed antlers. The epiphy-
seal ends of the long bones were removed through chewing
by large carnivores (i.e., hyenas), as evidenced by irregular,
rounded fracture margins in a zig-zag pattern (ragged-edged
chewing); in some cases, the margins also retain tooth notches
and traces of gnawing. Carnivores mainly gnaw the epiphy-
seal and trabecular ends and remove part of the tissue (i.e.,
scooping out) to reach the epiphyseal and diaphyseal bone
marrow. The powerful jaws of these carnivores allow them
to gnaw the long bones reducing them to small diaphyseal
fragments. The presence of cave hyena remains, including
some teeth, with traces of gnawing activity reflect cannibalistic
behaviour (Diedrich 2020). Additional evidence supporting
the use of the cave as a den includes the presence of nib-
bling sticks, which are bone fragments intensively chewed
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Fic. 16. — Coprolites from Grotta Guattari, Antro del Laghetto: A-E, cave hyena faeces: A, oval + disk; B, oval; C, disk; D, E, round; F, unknown carnivore
coprolites. Scale bar: 10 cm.

by young hyenas during feeding and teething (Diedrich &
74k 2006). Moreover, skeletal representation shows that
only portions of the prey (Table 3) were transported inside
the den, a common behaviour among present-day hyenas
(see also Pokines & Kerbis-Peterhans 2007; Egeland ez al.
2008; Lansing e al. 2009; Diedrich 2010). Weathering is
limited degree, indicating that bones were not exposed to
weathering for extended periods.

The numerous coprolites discovered underwent macro-
scopic observation and morphometric analysis, allowing
us to recognise several pellet types of different sizes. The
structure and the presence of skeletal inclusions of small-
medium size are typical features of carnivore faeces. From
this perspective, the white colour of the faeces can also be
explained by the presence of calcium deriving from the
ingestion of bones (Bellusci ez a/. 2021). These features, in
addition to comparison with the coprolite collection housed
at the University of Rome “Tor Vergata” and according
to the parameters by Diedrich (2012a), strongly support
the identification of a large part of the assemblage as cave
hyena coprolites (i.e., morphotype 1). This identification
is further supported by the paleontological interpretation
of the site as a cave hyena den. The interpretation is more
uncertain for a smaller group of six coprolites (i.e., morpho-
type 2) which were recovered from the same stratigraphic
units associated with cave hyena occupation. The presence
of bone fragments confirms that these facces belong to a
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carnivore. Preliminary morphometric studies indicate that
these originated from a small-medium size species, while
comparison with modern faeces suggests a possible resem-
blance with those produced by felids. Since bone remains
of members of this family have been found in the cave, this
interpretation appears plausible. These specimens suggest
that Grotta Guattari was probably briefly frequented by
another carnivore species , alongside the multiple and more
intense occupations by cave hyenas. Further studies on the
coprolites, such as pollen analysis and aDNA, are currently
ongoing and will hopefully provide valuable information
to enhance our understanding of this Late Pleistocene site.

Unfortunately, it was not possible to determine whether the
coprolites were in primary or secondary deposition. There-
fore, this accumulation could be linked to the morphology
of the room, as the natural gradient of Areas 7 and 6 could
have caused post-depositional movement downslope Area
4 (Figs 1-3), where the more confined and less accessible
geological formations may have favoured better preservation.
Alternatively, it could reflect a deliberate choice by the car-
nivores inhabiting the cave. Interestingly, it is well-attested
that hyenas prefer to defecate near the entrance of their dens
to alert and ward off possible predators (Diedrich 2014,
2015). Therefore, as proposed by Rolfo ez al. (2023), it is
possible the Anzro del Lagherto was one of the many entrances
to the cave about 65 ka BP and was later obstructed by the
collapses that sealed the entire cave until 1939.
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The analysis of bone remains of the main ungulates (Table 3)
revealed that most of them are limb extremities (e.g. carpals,
metacarpals, tarsals, metatarsals and phalanges), followed by
skull bones, and mostly isolated teeth. This characteristic of
the bone deposit is probably due to the compact and resistant
structure of these anatomical portions. Furthermore, bones
from the front limbs are more numerous than those from
the hind limbs, suggesting that C. spelaea mostly transported
selected portions of prey or specific anatomical elements
(e.g. shed antlers) into the cave.

The selection operated by cave hyenas does not diminish
the relevance of the prey’s habitat requirements to propose
an environmental reconstruction of the Circeo Promontory
during the final stages of MIS 4. Wild boar prefers woods
and wet areas, red deer is widespread in woods with glades,
while fallow deer inhabit open woods or Mediterranean
bushes (Boitani ez a/. 2003). Roe deer lives in dense broadleaf
forests full of undergrowth and clearings, while M. gigan-
teus and P antiquus populated several habitats but gener-
ally favoured woods or forests with nearby bodies of water
(Boitani ez al. 2003; Petronio ez al. 2014; Callaway 2016).
Chamois is typical of coniferous and broadleaf woods with
rich undergrowth interspersed with rocky walls and stony
areas, alpine meadows, bare patches and grassy ledges, ibex
prefers open and arid spaces and rocky mountain areas, while
aurochs prefer open fields or meadows next to woods with
large clearings (Boitani ez /. 2003; Pandolfi ez a/. 2011).
Equus ferus, E. hydruntinus and Stephanorhinus hemitoechus
favoured open environments such as steppes and grasslands
(Conti et al. 2010; Pandolfi ez 2l 2011, 2017; Salari & Masseti
2016). The Italian hare could live in several environments
but seems to prefer dry shrub areas and grasslands alternat-
ing with broad-leaved woods with large grassy clearings; in
contrast the European hare occupies open environments such
as meadows and steppes (Amori ez /. 2008). Wild cats and
brown bears choose wooded areas close to water sources,
while wolves and foxes are adapted to a variety of environ-
ments albeit generally placing their dens within woods with
gorges and stony areas (Boitani ez al. 2003). Panthera spelaea
and C. spelaea also inhabited several habitats with a prob-
able predilection for open spaces, exactly like present-day
lions and spotted hyenas prefer the savannah, while leopard
adapts to evergreen forests, savannahs, woods, rocky hills
and swamps (Dorst & Dandelot 1988).

The palacoecology of the taxa and their relative abundances
allows us to reconstruct a landscape surrounding the cave
largely covered by woods and forests with large clearings and
Mediterranean scrub , alternating with open spaces with steppe
and meadows, marginal rocky areas in the highest part of the
promontory and probably coastal wetlands. Moreover, the
palacontological studies highlighted a few differences in the
presence and frequency of several taxa within Levels 2 and 3
(Tables 1; 2). Equidae within Level 2 slightly decreased com-
pared to Level 3 and E. hydruntinus disappeared, while rhinoc-
eros slightly increased. The decrease of red deer and roe deer
was partially balanced by the increase of M. giganteus. Finally,
Caprines appeared. This data suggests that the environment
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during the deposition of Level 2 was probably less forested
and with slightly more wetlands and exposed rocky areas than
at the time of Level 3. Overall, the presence of chamois and
ibex, together with the strong predominance of red deer over
fallow deer and the presence of M. giganteus, which occurred
in central-southern Italy only in the coldest phases of the Late
Pleistocene (Petronio er al. 2014), suggests that the faunal
deposit of Grotta Guattari accumulated in colder times than
present day. This environmental picture is perfectly consistent
with the radiometric dating and recent pollen analyses (Rolfo
et al. 2023). Furthermore, given that ibex and chamois appear
only in Level 2 and that M. giganteus occurs in this same layer
with a higher percentage than in Level 3, it can be assumed
that during the deposition of Level 2 the climate was a little
colder than at the time of Level 3.

The environmental reconstruction outlined above is well
attested in the Late Pleistocene of the Circeo Promontory and
the Pontine Plain (Caloi & Palombo 1989, 1991; Gatta ez al.
2016, 2019, 2022; Marra et al. 2018). This environmental
mosaic has allowed the survival of many species of bats and
other small vertebrates during the cold phases of the Late
Pleistocene (Salari & Kotsakis 2011, 2017; Chiocchio et /.
2024), as well as plant species (e.g. Fagus) (Rolfo et al. 2023;
Chiocchio ez al. 2024), which then repopulated the peninsula
and even central-northern Europe (Sommer & Nadachowski
20006; Salari & Kotsakis 2011, 2017).

CONCLUSIONS

This paper describes the mammal assemblage discovered
within a single room (i.e., Antro del Laghetto) at Grotta
Guattari. The study involved over 9 300 mammal remains
from two stratigraphic levels, 1335 of which have been
taxonomically determined, allowing us to recognise at
least 25 different taxa. Most of the fossil remains display
gnawing traces from a large carnivore, namely C. spelaea,
including some human bones and those of the cave hyena
itself. Modifications produced by this carnivore are also
evident on many shed antlers of cervids. These observations
concern the bone remains of all the areas and the two levels
of the Antro del Laghetto, even if the quantitative tapho-
nomic analysis was conducted on a significant sample of
1136 remains from Area 1.

The most abundant species identified are C. elaphus, C. spelaea
and B. primigenius, followed by S. scrofa, E. ferusand other taxa,
including some not previously identified at Grotta Guacttari,
such as F silvestris, P spelaea, E. hydruntinus and Rupicapra
sp. These species were mainly hunted or scavenged by cave
hyenas, which used the cave as a storage/communal den. It
is notable the presence of several Neanderthal remains, killed
or scavenged by the carnivore, a circumstance attested for the
first time in the Italian Peninsula.

Crocuta spelaea was perfectly adapted to the environment
of the Pontine Plain, as also suggested by the nearby dens
of Cava Muracci (Gatta et /. 2019), Grotta La Sassa (Gatta
et al. 2022) and Grotta del Fossellone (Alhaique ez a/. 1996),
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where the species survived at least until the end of MIS 3.
Finally, the cave hyena of Grotta Guattari was larger on aver-
age than coeval Italian specimens, resembling C. spelaea from
north-western Europe. A considerable size is also recognised
among horses, red deer and aurochs.

The bioecology of this mammal assemblage suggests that
the environment surrounding the cave was mostly forested
with large glades but also included wetlands and steep rocky
areas. The presence of chamois and ibex in lowland areas
near the coast, along with the widespread occurrence of
M. giganteus in central Italy and the higher frequency of red
deer over fallow deer hint that the cave hyenas accumulated
this faunal deposit in cooler times than present-day. These
data align with radiometric dating and pollen analysis,
which highlighted that the chronological framework around
66-65 ka corresponds to one of the coldest and driest phases
of MIS 4 (Rolfo ez al. 2023). However, pollen and fauna
indicate that both woodland and forests persisted in the area,
along with the co-existing of temperate and colder climate
species, probably due to the climate mitigation provided by
the Tyrrhenian Sea. Moreover, a comparison between the
fauna of Level 2 and 3 allowed us to recognise that Level 2
was deposited during a slightly colder oscillation around
the final stages of MIS 4.

The presence of human remains among the preys trans-
ported by cave hyenas into the cave around 66-65 ka BP
strengthen the interpretation of a densly inhabited Pontine
Plain, as suggested by the outstanding number of open-air
sites discovered (Rolfo ez al. 2022).

The results of this study significantly enhance our under-
standing of the Pontine Plain environment during the Late
Pleistocene. New palacoecological and paleontological data
from Grotta Guattari revealed the region was inhabited by
numerous animal and plant species with different habitat
requirements, endorsing the hypothesis that the Pontine
Plain could have served as a glacial refigium (see Sommer &
Nadachowski 2006; Salari & Kotsakis 2011, 2017; Chiocchio
et al. 2024) between MIS 4 and MIS 3, also for Fagus (Rolfo
et al. 2023), cave hyenas and Neanderthals.

Acknowledgements

The authors thank the municipal administration of San Felice
Circeo and the former delegate to the culture department
Angelo Guattari. We wish to thank C. Diedrich for the critical
reading of a previous version of the manuscript, F Alhaique
and D. Ferro for the SEM analyses at the microscopy labora-
tory of the Museo delle Civilta of Rome and C. Lemorini for
the analyses Hirox 3D Digital Microscope at LTFAPA of the
Department of Scienze dell’Antichita, “Sapienza” University
of Rome. We are grateful to Lise Pecchia for her support
with the French translation. A special thanks goes to the
speleological support of Elia Mariano and Angelo Procac-
cianti. We sincerely appreciated all valuable comments and
suggestions, which helped us to improve the quality of the
manuscript, by the anonymous reviewers and the associate
editor Lorenzo Rook.

COMPTES RENDUS PALEVOL e 2025 24 (10)

The cave hyena den of Grotta Guattari (San Felice Circeo, central Italy) <

REFERENCES

ALHAIQUE F., BIETTI A, BIONDI S., CASSOLI P. F., TAGLIACOZZO A. &
VITAGLIANO S. 1996. — Grotta del Fossellone (San Felice Circeo,
Latina), 7z BIETTI A. & GRIFONI CREMONESI R. (eds), Guide
Archeologiche, Preistoria e Protostoria in Italia. Vol. 10. A.B.A.C.O.
Edizioni, Forli: 114-121.

ALHAIQUE F., BIETTI A., CAPASSO BARBATO L., GRIMALDI S.,
Kotsakis T., KunN S., LEMORINI C., MANZI G., RECCHI A. &
ScHwARCZ H. P. 1998a. — Settlement patterns and subsistence
strategies in the late Mousterian site of Grotta Breuil (Italy), in
ANTONIAZZIA. (ed.), Proceedings of the XIII International Congress
of Prebistoric and Protobistoric Sciences 6 (1): 221-228.

ALHAIQUE F., BIONDI S., CassoL1 P. F., RECCHI A. & TAGLIACO-
270 A. 1998b. — Modifications in the exploitation of animal
resources between the Middle Palaeolithic and the Aurignacian
at Grotta del Fossellone (Monte Circeo, Italy), in ANTONIAZZI A.
(ed.), Proceedings of the XIII International Congress of Prebistoric
and Protohistoric Sciences 6 (1): 571-576.

ALLEN J. R. M., WATTS W. A. & HUNTLEY B. 2000. — Weichselian
palynostratigraphy, palacovegetation and palacoenvironment;
the record from Lago Grande di Monticchio, southern Italy.
Quaternary International 73-74: 91-110.

AMORI G., CONTOLI L. & NAPPI A. 2008. — Fauna d'ltalia. Mam-
malia I1. Calderini de Il Sole 24 Ore, Milano, 736 p.

ANABIC.IT. — http://www.anabic.it/servizio_tecnico/st52it.htm
(last accessed on 28/08/2023).

ARRrIAZA M. C., ORGANISTA E., YRAVEDRA ]., SANTONJA M.,
BAQUEDANO E. & DOMINGUEZ-RODRIGO M. 2019. — Striped
hyenas as bone modifiers in dual human-to-carnivore experimental
models. Archaeological and Anthropological Sciences 11: 3187-3199.
heeps://doi.org/10.1007/s12520-018-0747-y

ASCENZIA. 1991. — A short account of the discovery of the mount
Circeo neanderthal cranium. Quaternaria Nova 1: 69-80.

BARONE R. 1974. — Anatomia comparata dei Mammzferi domestici,
in BORTOLAMI R. (ed.), Vol. I, Osteologia. Edagricole Calderini,
Bologna, 704 p.

BARONE R. 1981. — Anatomia comparata degli Mammiferi dome-
stici, in BORTOLAMI R. (ed.), Vol 3, Splancnologia. Edagricole
Calderini, Bologna, 720 p.

BEHRENSMEYER A. K. 1978. — Taphonomic and ecologic informa-
tion from bone weathering. Paleobiology 4 (2): 150-162.

BeLruscr A., FERNANDEZ F. J. & BELTRAME M. O. 2021. —
Carnivore coprolites from “Gruta del Indio” site as source
of paleoparasitological and paleoecological evidences (late
Pleistocene-Holocene, Mendoza, Argentina). Archacological and
Anthropological Sciences 13 (29): 1-14. heeps://doi.org/10.1007/
$12520-020-01240-w

BINFORD L. R. 1981. — Bones, Ancient Men and Modern Myths.
Academic Press, New York, 320 p.

BIRNER B., HODELL D. A., TZEDAKIS P. C. & SKINNER L. C. 2016. —
Similar millennial climate variability on the Iberian margin during
two early Pleistocene glacials and MIS 3. Paleoceanography 31 (1):
203-217. https://doi.org/10.1002/2015PA002868

Branc A. C. 1935. — Stratigrafia del Canale Mussolini nell’Agro
Pontino. Processi Verbali della Societi Toscana di Scienze Naturali
44: 3-7.

Branc A. C. 1937. — Fauna ad ippoppotamo ed industrie
paleolitiche nel riempimento delle grotte litoranee del Monte
Circeo. I. — La Grotta delle Capre. II — La Grotta del Fossel-
lone. Rendiconti della Reale Accademin Nazionale dei Lincei 6
(25): 88-93.

BLANC A. C. 1938. — Una serie di nuovi giacimenti pleistocenici e
paleolitici in grotte littoranee del Monte Circeo. Rendiconti della
Reale Accademia Nazionale dei Lincei 6 (28): 201-209.

Branc A. C. 1939a. — Il Monte Circeo: le sue grotte paleolitiche
ed il suo uomo fossile. Bollettino della Reale Societa Geografica
Italiana 17: 485-493.

185


http://www.anabic.it/servizio_tecnico/st52it.htm
https://doi.org/10.1007/s12520-018-0747-y
https://doi.org/10.1007/s12520-020-01240-w
https://doi.org/10.1007/s12520-020-01240-w
https://doi.org/10.1002/2015PA002868

» Rolfo M. E et al.

BrancC A. C. 1939b. — Luomo fossile del Monte Circeo: un cranio
neandertaliano nella Grotta Guattari a S. Felice Circeo. Rivista
di Antropologia 32: 287-308.

Branc A. C. 1939c. — Un giacimento aurignaziano medio nella
Grotta del Fossellone al Monte Circeo. Atti della XXVII Riunione
della Societa Italiana per il Progresso delle Scienze 1-7.

BLANCA. C. 1939d. — I giacimenti pleistocenici le grotte e 'uomo
fossile del Monte Circeo. Materie Prime d’Italia e dell Tmpero
7-8:2-23.

Branc A. C. 1940. — The fossil man of Circe’s Mountain. Natural
History 45: 281-287.

BLANC A. C. 1954. — Resti fossili neandertaliani nella Grotta del
Fossellone al Monte Circeo: Circeo IV. Quaternaria 1: 171-175.

Branc A. C. & SEGRE A. 1953. — Excursion au Mont Circé - II:
Le Mont Circé, in BLANC A. C. & SEGRE A. (eds), Livret guide
du 1V Congres International INQUA. Roma: 23-108.

Borrant L., LOVARI S. & VIGNA TAGLIANTI A. 2003. — Fauna
d’Italia. Mammalia 111. Carnivora - Artiodactyla. Calderini,
Bologna, 434 p.

BOKONYI S. 1970. — A new method for the determination of the
number of individuals in animal bones material. American Journal
of Archaeology 74 (3): 291-292. https://doi.org/10.2307/503105

BRUGAL]. P., FOSSE P. & GUADELLI]J. L. 1997. — Comparative study
of bone assemblages made by recent and Pleistocene Hyenids.
Proceeding of the 1993 Bone Modification Conference: 158-187.

BULL G. & PAYNE S. 1982. — Tooth eruption and epiphysal fusion
in Pigs and Wild Boar, 7z WILSON B., GRIGSON C. & PAYNE S.
(eds), Ageing and Sexing Animal Bones from Archaeological
Sites. BA.R. (B.S.) 109: 55-71.

CALLAWAY E. 2016. — Elephant history rewritten by ancient
genomes. Nature. https://doi.org/10.1038/nature.2016.20622

Cavror L. & PaLoMBo M. R. 1987. — I grandi mammiferi del
Pleistocene superiore di Grotta Barbara (Monte Circeo, Lazio
meridionale). Bollettino del Servizio Geologico d’Italia 106: 3-58.

Caror L. & PALomBO M. R. 1989. — La mammalofauna Wurmiana
di Grotta Barbara (Monte Circeo): implicazioni paleoeconomiche
e paleoambientali. Hystrix 1: 85-94.

Caror L. & PaLomBo M. R. 1991. — Les grands mammiferes du
Pleistocene superieur de Grotta Barbara (Monte Circeo, Latium
meridional) : encadrement biostratigraphique et implications
paleoecologiques. Quaternaria Nova 1: 267-276.

CHIOCCHIO A., MAIORANO L., PEZZAROSSA A., BISCONTI R. &
CANESTRELLI D. 2024. — From the mountains to the sea:
Rethinking Mediterranean glacial refugia as dynamic entities.
Journal of Biogeography 51 (5): 956-967. https://doi.org/10.1111/
jbi.14799

CONTI N., PETRONIO C. & SALARI L. 2010. — The Late Pleisto-
cene equids from “Tana delle Iene” (Ceglie Messapica, Brindisi,
Southern Italy). Bollettino della Societa Paleontologica Italiana
49: 227-236.

Cruz-URiBE K. 1991. — Distinguishing Hyena from Hominid
Bone Accumulations. Journal of Field Archaeology 18 (4): 467-486.

DE GusTA D. & VRBA E. 2005. — Methods for inferring paleo-
habitats from the functional morphology of bovid phalanges.
Journal of Archaeological Science 32 (7): 1099-1113. https://doi.
org/10.1016/j.jas.2005.02.010

DELANEY-RIVERA C., PLUMMER T. W., HODGSON ]. A., FOR-
REST F., HERTEL F. & OLIVER J. S. 2009. — Pits and pitfalls:
taxonomic variability and patterning in tooth mark dimensions.
Journal of Archaeological Science 36 (11): 2597-2608. https://doi.
org/10.1016/}.jas.2009.08.001

DIEDRICH C. G. 2006. — Prey deposits and den sites of the Upper
Pleistocene hyena Crocuta crocuta spelaea (Goldfuss, 1823) in
horizontal and vertical caves of the Bohemian Karst (Czech
Republic). Bulletin of Geosciences 81 (4): 237-276.

DIEDRICH C. G. 2010. — Specialized horse killers in Europe: foe-
tal horse remains in the Late Pleistocene Srbsko Chlum-Komin
Cave hyena den in the Bohemian Karst (Czech Republic) and

186

actualistic comparisons to modern African spotted hyenas as zebra
hunters. Quaternary International 220 (1-2): 174-187. htps://
doi.org/10.1016/j.quaint.2010.01.023

DIEDRICH C. G. 2012a. — Typology of ice age spotted hyena Crocuta
crocuta spelaea (Goldfuss, 1823) coprolite aggregate pellets from
the European Late Pleistocene and their significance at dens and
scavenging sites, 7z HUNT A. P., MILAN ]. & Lucas S. G. (eds),
Vertebrate Coprolites. New Mexico Museum of Natural History
and Science: 369-377.

DieDRICH C. G. 2012b. — An Ice Age spotted hyena Crocuta
crocuta spelaea (Goldfuss 1823) population, their excrements
and prey from the Late Pleistocene hyena den of the Sloup Cave
in the Moravian Karst, Czech Republic. Historical Biology 24
(2): 161-185. https://doi.org/10.1080/08912963.2011.591491

DIeDRICH C. G. 2014. — Palaeopopulations of Late Pleistocene top
predators in Europe: Ice Age spotted hyenas and steppe lions in
battle and competition about prey. Paleontology Journal. hteps://
doi.org/10.1155/2014/106203

DieDRICH C. G. 2015. — ‘Neanderthal bone flutes’: simply prod-
ucts of Ice Age spotted hyena scavenging activities on cave bear
cubs in European cave bear dens. Royal Society Open Science 2
(4): 140022. hteps://doi.org/10.1098/rs0s.140022

DieDpRICH C. G. 2020. — Eating head first - When European Ice
Age spotted hyenas crushed their own to pieces. Acta Zoologica
102 (2): 143-164. hrtps://doi.org/10.1111/az0.12323

DieDRICH C. G. & ZAK K. 2006. — Prey deposits and den sites of
the Upper Pleistocene hyena Crocuta crocuta spelaea (Goldfuss,
1823) in horizontal and vertical caves of the Bohemian Karst
(Czech Republic). Bulletin of Geosciences 81 (4): 237-276.

D1 STEFANO G., PANDOLFI L., PETRONIO C. & SALARI L. 2015. —
Considerations on the morphometry and the occurrence of Cervus
elaphus (Mammalia, Cervidae) from the Late Pleistocene of the
Italian Peninsula. Rivista Italiana di Paleontologia e Stratigrafia
121: 1-18.

D1 STEFANO G., PETRONIO C. & SALARI L. 2023. — Review of
the first occurrences of some selected Late Pleistocene Italian
mammals. Bollettino del Museo Civico di Storia Naturale di
Verona 47: 49-68.

DORST J. & DANDELOT P. 1988. — A field guide to the large mam-
mals of Africa. Collins, London, 287 p.

DRIESCH A. VON DEN 1976. — A guide to the measurement of ani-
mal bones from archaeological sites. Peabody Museum Bulletin
1,Harvard University, Cambridge, Massachusetts, 138 p.

EGELAND S. G., EGELAND C. P. & BUnN T. H. 2008. — Tapho-
nomic analysis of a modern spotted hyaena (Crocuta crocuta) den
from Nairobi, Kenya. Journal of laphonomy 6 (3-4): 275-299.

EISENMANN V. 1986. — Comparative Osteology of Modern and
Fossil Horses, Alf-asses and Asses, iz MEADOW R. H. & UERP-
MANN H.-P. (eds), Equids in the Ancient World. L. R. Verlag,
Wiesbaden: 67-116.

EISENMANN V. 2003. — Gigantic horses, iz PECTULESCU A. &
STIUCA E. (eds), Advances in Vertebrate Paleontology “Hen to
Panta’, a tribute ro Constantin Ridulescu and Petre Mihai Samson.
Romanian Academy, “Emil Racovitza” Institute of Speleology,
Bucharest: 31-40.

EISENMANN V. & SONDAAR P. 1998. — Pliocene vertebrate local-
ity of Calta, Ankara, Turkey. 7. Hipparion. Geodiversitas 20 (3):
409-439.

FARINA S. 2016. — Catalogue of the late Pleistocene-Holocene fossil
mammalian collection from “Canale delle Acque Alte (Canale
Mussolini)” (Natural History Museum, University of Pisa). Az
della Societa Toscana di Scienze Naturali: 47-53.

FERNANDEZ-JALVO Y. & ANDREWS P. 2016. — Atlas of Taphono-
mic Identifications. 1001+ Images of Fossil and Recent Mammal
Bone Modification. Springer, Dordrecht: 359 p. hteps://doi.
org/10.1007/978-94-017-7432-1

FIORE I. 2021. — Tracce sulle ossa: una lettura interessante. Arche-
ologia Viva 210: 64-65.

COMPTES RENDUS PALEVOL e 2025 24 (10)


https://doi.org/10.2307/503105
https://doi.org/10.1038/nature.2016.20622
https://doi.org/10.1111/jbi.14799
https://doi.org/10.1111/jbi.14799
https://doi.org/10.1016/j.jas.2005.02.010
https://doi.org/10.1016/j.jas.2005.02.010
https://doi.org/10.1016/j.jas.2009.08.001
https://doi.org/10.1016/j.jas.2009.08.001
https://doi.org/10.1016/j.quaint.2010.01.023
https://doi.org/10.1016/j.quaint.2010.01.023
https://doi.org/10.1080/08912963.2011.591491
https://doi.org/10.1155/2014/106203
https://doi.org/10.1155/2014/106203
https://doi.org/10.1098/rsos.140022
https://doi.org/10.1111/azo.12323
https://sciencepress.mnhn.fr/fr/periodiques/geodiversitas/20/3/le-gisement-de-vertebres-pliocenes-de-calta-ankara-turquie-7-hipparion
https://sciencepress.mnhn.fr/fr/periodiques/geodiversitas/20/3/le-gisement-de-vertebres-pliocenes-de-calta-ankara-turquie-7-hipparion
https://doi.org/10.1007/978-94-017-7432-1
https://doi.org/10.1007/978-94-017-7432-1

F10RE 1., CERULEO P., D1 MARIO F., FERRACCI A., GATTA M.,
PETRONIO C., SALARI L. & ROLFO M. F. in press. — New exca-
vations at Grotta Guattari. Humans and carnivores: preys and
bone surface modifications. Siena (2021), Azzi del X Convegno
Nazionale di ArcheoZoologia.

FISHER J. W. J. 1995. — Bone surface modifications in Zooarchaeol-
ogy. Journal of Archaeological Method and Theory 2: 7-68. https://
doi.org/10.1007/BF02228434

FOURVEL J. P., FOSSE P. & AVERY G. 2015. — Spotted, striped or
brown? Taphonomic studies at dens of extant hyaenas in east-
ern and southern Africa. Quaternary International 369: 38-50.
https://doi.org/10.1016/j.quaint.2014.08.022

GATTA M., SinoroLI G., GIARDINI M., GIAccIO B., HAJDAS 1.,
PANDOLFI L., BAILEY G., SPIKINS P., ROLFO M. F. & SADORI L.
2016. — Pollen from Late Pleistocene hyena (Crocuta crocuta
spelaea) coprolites: an interdisciplinary approach from two italian
sites, Review of Palacobotany and Palynology 233: 56-66. https://
doi.org/10.1016/j.revpalbo.2016.07.005

GATTA M., KOTSAKIS T., PANDOLFI L., PETRONIO C., SALARI L.,
AcHINO K. F., SILVESTRI L. & ROLFO M. F. 2019. — The Late
Pleistocene faunal assemblage from Cava Muracci (Latium,
Italy): palaeoecological implications for coastal central Italy dur-
ing MIS 3. Comptes Rendus Palevol 18 (1): 51-71. hteps://doi.
org/10.1016/j.crpv.2018.04.006

GATTA M., ROLFO M. F., SALARI L., JACOB E., VALENTINI F., SCE-
VOLA G., DoppI M., NERI A. & MARTIN-VEGA D. 2021. —
Dermestid pupal chambers on Late Pleistocene faunal bones from
Cava Muracci (Cisterna di Latina, central Italy): environmental
implications for the Mediterranean basin during MIS 3. journal
of Archaeological Science: Reporss 35 (102780): 1-11. https://doi.
org/10.1016/j.jasrep.2020.102780

GATTA M., FIORILLO A., SALARI L., AcHINO K. F., RoLFO M. F. &
ALESSANDRI L. 2022. — The faunal assemblage from La Sassa
cave (Latium, Italy): Environmental perspective of a Late Pleis-
tocene cave hyena — brown bear den. Journal of Archaeological
Science: Reports 46 (103691): 1-15. hteps://doi.org/10.1016/j.
jasrep.2022.103691

GRANT A. 1982. — The use of tooth wear as a guide to the age of
domestic ungulates, 77z WILSON B., GRIGSON C. & PAYNE S.
(eds), Ageing and Sexing Animal Bones from Archaeological
Sites. B.A.R. (B.S.) 109: 91-108.

GRAYSON D. K. 1984. — Quantitative Zooarchaeology: Topics in
the Analysis of Archaeological Faunas. Academic Press, Orlando,
202 p. hteps://doi.org/10.1016/C2009-0-21855-1

HAYNES G. 1980. — Evidence of carnivore gnawing on Pleistocene
and Recent mammalian bones. Paleobiology 6 (3): 341-351.
https://www.jstor.org/stable/2400350

HAYNES G. 1983. — A guide for differentiating mammalian car-
nivore taxa responsible for gnaw damage to herbivore limb
bones. Paleobiology 9 (2): 164-172. https://doi.org/10.1017/
S0094837300007545

HEMMING S. R. 2004. — Heinrich events: massive Late Pleis-
tocene detritus layers of the North Atlantic and their global
climate imprint. Review of Geophysics 42 (1): 1-43. hreeps://doi.
org/10.1029/2003RG000128

Horwitz L. K. & GOLDBERG P. 1989. — A study of Pleistocene
and Holocene hyena coprolites. Journal of Archaeological Science
16 (1): 71-94. https://doi.org/10.1016/0305-4403(89)90057-5

IanNuccr A., MECcozzl B., SARDELLA R. & TURINO D. A.
2021. — The extinction of the giant hyena Pachycrocuta
brevirostris and a reappraisal of the Epivillafranchian and
Galerian Hyaenidae in Europe: faunal turnover during the
Early-Middle Pleistocene Transition. Quaternary Science
Reviews 272 (107240): 1-22. https://doi.org/10.1016/j.
quascirev.2021.107240

JOHNSON E. 1985. — Developments in bone technology. in
SCHIFFER M. B. (ed), Advances in Archaeological Method and
Theory. Vol 8. Academic Press, New York: 157-235.

COMPTES RENDUS PALEVOL e 2025 24 (10)

The cave hyena den of Grotta Guattari (San Felice Circeo, central Italy) <

KATSAGONIA., KONIDARIS G. E., GIUSTI D., HARVATI K. & KOSTO-
POULOS D. S. 2023. — Bone modifications by the giant hyaena
Pachycrocuta brevirostris on large-sized ungulate carcasses from
the Lower Pleistocene site of Tsiotra Vryssi (Mygdonia Basin,
Greece). Historical Biology 35 (12): 2340-2361. https://doi.org
/10.1080/08912963.2022.2140424

KIESEWALTER L. 1888. — Skelettmessungen an Pferden als Beitrag
zur theoretischen Grundlage der Beurteilungslehre des Pferdes.
Diss. Leipzig.

Kotsakis T. 1991. — Late Pleistocene fossil microvertebrates of
Grotta Breuil (Monte Circeo, central Italy). Quaternaria Nova
1: 325-332.

KUnN S. L. 1995. — Mousterian Lithic Technology: An Ecological
Perspective. Princeton University Press, 224 p. https://www.jstor.
org/stable/j.ctt7zv59w

LANSING S. W., COOPER S. W., BOYDSTON E. E. & HOLEKAMP K.
E. 2009. — Taphonomic and zooarchaeological implications of
spotted hyena (Crocuta crocuta) bone accumulations in Kenya:
a modern behavioral ecological approach. Paleobiology 35 (2):
289-309. https://doi.org/10.1666/08009.1

Lewis M. E. & WERDELIN L. 2022. — A revision of the genus
Crocuta (Mammalia, Hyaenidae). Palacontographica, Abteilung
A: Palaeozoology — Stratigraphy 322 (1-4): 1-115. https://doi.
org/10.1127/pala/2022/0120

LUETSCHER M., BocH R., SODEMANN H., SroTL C., CHENG H.,
EpWARDS R. L., FRISIA S., HOF F. & MULLER W. 2015. — North
Atlantic storm track changes during the last glacialmaximum
recorded by alpine speleothems. Nature Communication 6 (6344).
heeps://doi.org/10.1038/ncomms7344

LYMAN L. D. 1994. — Vertebrate laphonomy. Cambridge University
Press, Cambridge, 552 p.

MAREAN C. W., SPENCER L. M., BLUMENSCHINE R. ]. 8 CAPALDO S. D.
1992. — Captive hyaena bone choice and destruction, the schlepp
effect and Olduvai archacofaunas. Journal of Archaeological Sci-
ence 19: 101el21.

MARGUIRE J. M., PEMBERTON D. & CoOLLET M. H. 1980. — The
Makapansgat Limeworks Grey Breccia: hominids, hyaenas,
hystricids or hillwash?. Paleontologia Africana 23: 75-98.

MARIEZKURRENA K. 1983. — Contribucién al conocimiento del
desarollo de la denticén y el esqueleto postcraneal de Cervus
elaphus. Munibe 35: 149-202.

MARRA F., PETRONIO C., CERULEO P., DI STEFANO G., FLO-
RINDO F., GATTA M., LA Rosa M., ROLFO M. F. & SALARI L.
2018. — The archaeological ensemble from Campoverde (Agro
Pontino, central Italy): new constraints on the Last Interglacial
sea level markers. Scientific Reports 8 (17837): 1-11. hteps://doi.
org/10.1038/541598-018-36111-x

Martorcst J. 1969. — Historesche Erforschung der Képergrésse des
Rindes auf Grund von ungarischen Knochen Material. Zeitschrift
Sfiir Tierziichtung und Ziichtungsbiologie 87 (1-4): 89-137. https://
doi.org/10.1111/j.1439-0388.1970.tb01330.x

OuUTRAM A. K. 2002. — Bone fracture and within-bone nutrients:
an experimentally based method for investigating levels of marrow
extraction, iz MIRACLE P. & MILNER N. (eds), Consuming Passions
and Patterns of Consumption, McDonald Institute Monograph
Series. McDonald Institute, Cambridge: 51-64.

OuTRAM A. K. 2004. — Applied models and indices vs. high resolu-
tion, observed data: detailed fracture and fragmentation analyses
for the investigation of skeletal part abundance patterns. Journal
of Taphonomy 2 (3): 167-184.

OuTtraM A. K., KNUSEL C. J., KNIGHT S. & HARDING A. F. 2005. —
Understanding complex fragmented assemblages of human and
animal remains: a fully integrated approach. Journal of Archaco-
logical Science 32 (12): 1699-1710. https://doi.org/10.1016/j.
jas.2005.05.008

PALES L. & LAMBERT C. 1971. — Atlas ostéologique pour servir
a lidentification des Mammiferes du Quaternaire. Editions du
Centre national de la recherche scientifique, Paris: 1-77.

187


https://doi.org/10.1007/BF02228434
https://doi.org/10.1007/BF02228434
https://doi.org/10.1016/j.quaint.2014.08.022
https://doi.org/10.1016/j.revpalbo.2016.07.005
https://doi.org/10.1016/j.revpalbo.2016.07.005
https://doi.org/10.1016/j.crpv.2018.04.006
https://doi.org/10.1016/j.crpv.2018.04.006
https://doi.org/10.1016/j.jasrep.2020.102780
https://doi.org/10.1016/j.jasrep.2020.102780
https://doi.org/10.1016/j.jasrep.2022.103691
https://doi.org/10.1016/j.jasrep.2022.103691
https://doi.org/10.1016/C2009-0-21855-1 
https://www.jstor.org/stable/2400350
https://doi.org/10.1017/S0094837300007545
https://doi.org/10.1017/S0094837300007545
https://doi.org/10.1029/2003RG000128
https://doi.org/10.1029/2003RG000128
https://doi.org/10.1016/0305-4403(89)90057-5
https://doi.org/10.1016/j.quascirev.2021.107240
https://doi.org/10.1016/j.quascirev.2021.107240
https://doi.org/10.1080/08912963.2022.2140424
https://doi.org/10.1080/08912963.2022.2140424
https://www.jstor.org/stable/j.ctt7zv59w
https://www.jstor.org/stable/j.ctt7zv59w
https://doi.org/10.1666/08009.1
https://doi.org/10.1127/pala/2022/0120
https://doi.org/10.1127/pala/2022/0120
https://doi.org/10.1038/ncomms7344
https://doi.org/10.1038/s41598-018-36111-x
https://doi.org/10.1038/s41598-018-36111-x
https://doi.org/10.1111/j.1439-0388.1970.tb01330.x
https://doi.org/10.1111/j.1439-0388.1970.tb01330.x
https://doi.org/10.1016/j.jas.2005.05.008
https://doi.org/10.1016/j.jas.2005.05.008

» Rolfo M. E et al.

PALOMBO M. R. & FERRETTI M. P. 2005. — Elephant fossil record
from Italy: knowledge, problems, and perspectives. Quaternary
International 126-128: 107-136.

PANDOLFI L., PETRONIO C. & SALARI L. 2011. — Bos primigenius
Bojanus, 1827 from the Early Late Pleistocene deposit of Ave-
trana (Southern Italy) and the variation in size of the species
in Southern Europe: preliminary report. Journal of Geological
Research 2011. https://doi.org/10.1155/2011/245408

PANDOLFI L., PETRONIO C. & SALARI L. 2013. — Catastrophic
death assemblages from the Late Pleistocene of Italy: the case of
Avetrana karst filling (Taranto, Southern ltaly). Rivista ltaliana
di Paleontologia e Stratigrafia 119: 109-124.

PANDOLFI L., BOSCATO P., CREZZINI J., GATTA M., MORONI A.,
RoLFO M., TAGLIACOZZO A. 2017. — Late Pleistocene last
occurences of the narrow-nosed rhinoceros Stephanorhinus hemi-
toechus (Mammalia, Perissodactyla) in Italy. Rivista Italiana di
Paleontologia e Stratigrafia 123: 177-192.

PETRONIO C., D1 CaNzIO E. & SALARI L. 2007. — The Late
Pleistocene and Holocene Mammals in Italy: new biochrono-
logical and paleoenvironmental data. Palacontographica, Abr. A
279: 147-157.

PeTRONIO C., BELLUCCI L., MARTINETTO E., PANDOLFI L. & SALARI L.
2011. — Biochronology and palacoenvironmental changes from
the Middle Pliocene to the Late Pleistocene in Central Italy. Geo-
diversitas 33 (3): 485-517. https://doi.org/10.5252/g2011n3a4

PETRONIO C., D1 STEFANO G., PANDOLFI L. & SALARI L. 2014. — The
Late Pleistocene mammal fauna from Montemerano - Manciano
(Grosseto, central Italy). Bollettino del Museo Civico di Storia
Naturale di Verona 38: 103-116.

PETRONIO C., DI STEFANO G., KOTSAKIS T., SALARI L., MARRA F. &
JicHA B. R. 2019. — Biochronological framework for the late
Galerian and early-middle Aurelian Mammal Ages of penin-
sular Iraly. Geobios 53: 35-50. https://doi.org/10.1016/j.geo-
bios.2019.02.002

PerrONIO C., ROLFO M. F., CERULEO P., DI MARIO F., FERRACCI A.,
FIORE 1., GATTA M. & SALARI L. 2021. — Preliminary report
on the new faunal remains from Grotta Guattari (Late Pleisto-
cene, San Felice Circeo, Latium). Bulletin of Regional Natural
History 1 (4): 29-38.

PIPERNO M. & GIACOBINI G. 1991. — A taphonomic study of
the paleosurface of Guattari Cave (Monte Circeo, Latina, Italy).
Quaternaria Nova 1: 143-161.

POKINES J. T. & KERBIS-PETERHANS J. C. 2007. — Spotted hyena
(Crocuta crocuta) den use and taphonomy in the Masai Mara
National Reserve, Kenya. Journal Archaeological Science 34 (11):
1914-1931. hteps://doi.org/10.1016/j.jas.2007.01.012

RECCHI A. 1995. — Bird remains from the Upper Pleistocene sites
of Grotta Breuil (M. Circeo, Latina, Italy) and Riparo Salvini
(Terracina, Latina, Italy). Quaternaria Nova 5: 81-97.

RoLFO M. F., CERULEO P., MARRA F., JICHA B. & GATTA M.
2022. — Exploring the lithic variability of the Mousterian
(MIS 9-3) open-air sites of the Pontine Plain (central Italy): A
Geoarchaeological approach. journal of Paleolithic Archacology 5
(13). https://doi.org/10.1007/s41982-022-00123-x

Rorro M. F, Bint M., D1 MaRrIO F., FERRACCI A., GIACCIO B.,
HSUN-MING H., IsorA L, SADORI L., SHEN C. C., VIGNOLA C. &
ZANCHETTA G. 2023. — Neanderthal bones collected by
hyena at Grotta Guattari, central Italy, 66-65 ka: U/Th chro-
nology and paleoenvironmental setting. Quaternary Science
Reviews 311 (108132): 1-15. https://doi.org/10.1016/j.quas-
cirev.2023.108132

RUFFO M. & ZARATTINI A. 1991. — The Grotta delle Capre (Goat
Cave) at San Felice Circeo: further investigations. Quaternaria
Nova 1: 241-266.

SALA N., ALGABA M., ARSUAGA J. L., ARANBURU A. & PANTOJA A.
2012. — A taphonomic study of the Biho and Zarzamora caves.
Hyenas and humans in the Iberian Plateau (Segovia, Spain)
during the late Pleistocene. Journal of Taphonomy 10: 477-497.

188

SALADIE P., FERNANDEZ P., RODRIGUEZ-HIDALGO A., HUGUET R.,
PINEDA A., CACERES I., MARIN J., VALLVERDU J. & CARBONELL E.
2019. — The TD6.3 faunal assemblage of the Gran Dolina site
(Atapuerca, Spain): a late Early Pleistocene hyena den. Histo-
rical Biology 31 (6): 665-683. https://doi.org/10.1080/08912
963.2017.1384476

SALARI L. & KoTsAkis T. 2011. — Late Pleistocene and Holocene
bats of Latium (Central Italy). I/ Quaternario, Italian Journal of
Quaternary Sciences 24: 121-129.

SALARI L. & MASSETI M. 2016. — Attardamenti olocenici di
Equus hydruntinus Regalia, 1907 in Italia, 7z THUN HOHEN-
STEIN U., CANGEMI M., FIORE I. & DE GROSSI MAZZORIN J.
(eds), Atti del 7° Convegno Nazionale di Archeozoologia. Annali
dell’'Universita degli Studi di Ferrara - Museologia Scientifica e
Naturalistica 12 (1): 313-320. heeps://doi.org/10.15160/1824-
2707/1310

SALARI L. & KOTSAKIS T. 2017. — Late Pleistocene bat assemblage
with Eptesicus nilssonii from Grotta del Fossellone (southern
Latium, central ltaly). Alpine and Mediterranean Quaternary
30: 125-136.

SALARI L., PETRONIO C., KOTSAKIS T'., D1 STEFANO G., GROSSI F.,
MAIORINO L., PANDOLFI L., RoLro M. F., Rutu F. D., SANsaA-
LONE G. & TAGLIACOZZO A. 2019. — Reassessing the faunal
assemblages of the Late Pleistocene stratified karst filling from
Avetrana (Apulia, southern Italy): the bed 8, palacoenviron-
ment and biochronology. Alpine and Mediterranean Quaternary
32:101-115.

SALARI L., CERULEO P., D1 MARIO F., FERRACCI A., FIORE 1.,
GATTA M., PETRONIO C. & ROLFO M. F. in press. — Late
Pleistocene faunal remains from new investigations at Grotta
Guattari (San Felice Circeo, Latium): preliminary considerations
on climate and environment. Siena (2021), Atti del X Convegno
Nazionale di ArcheoZoologia.

SANCHEZ-GONI M. F., CAcHO 1., TURON J. L., GUIOTJ., SIERRO F.,
PEYPOUQUET J., GRIMALT J. O. & SHACKLETON N. 2002. —
Synchroneity between marine and terrestrial responses to mil-
lennial scale climatic variability during the last glacial period in
the Mediterranean region. Climate Dynamics 19: 95-105. https://
doi.org/10.1007/s00382-001-0212-x

Schick K., TorH N., GEHLING T., PICKERING T. R. 2007. —
Taphonomic analysis of an excavated striped hyena den from
the Eastern Desert of Jordan, iz PICKERING T. R., SCHICK K. &
TotH N. (eds), Breathing life into fossils: taphonomic studies in
honor of C.K. (Bob) Brain. Stone Age Institute Press, Gosport,
Indiana: 75-106.

ScHWARCZ H. P, BIETTI A., BUHAY W. H., STINER M., GRUN R. &
SEGREA. G. 1991. — On the reexamination of Grotta Guattari
Uranium-Series and Electron-Spin-Resonance Dates. Current
Anthropology 32 (3): 313-316. https://doi.org/10.1086/203959

SERGI S. 1974. — Il cranio neandertaliano del Monte Circeo (Cir-
ceo I). Roma, 65 p.

SERGI S. & ASCENZI A. 1955. — La mandibola neandertaliana
Circeo III (mandibola B). Rivista di Antropologia 42: 337-403.

SHIPMAN P. 1981. — Applications of scanning electron microscopy
to taphonomic problem, 77z CANTWELL A. M., GRIFFIN ]. B. &
ROTHSCHILD N. A. (eds), The research potential of anthropo-
logical museum collections. Annals of the New York Academy of
Sciences 376: 357-385.

SOMMER R. & NADACHOWSKI A. 2006. — Glacial refugia of
mammals in Europe: evidence from fossil records. Mammal
Review 36 (4): 251-266. https://doi.org/10.1111/j.1365-
2907.2006.00093.x

STEWART M., ANDRIEUX E., CLARK-WILSON R., VANWEZER N.,
BLINKHORN J., ARMITAGE S. J., AL OMARI A., ZAHRANI B., ALQA-
HTANI M., AL-SHANTI M., ZALMOUT 1., AL-MUFARREH Y. S. A,
ALSHAREKHA. M., BOIVINN., PETRAGLIA M. D. & GROUCUTT H. S.
2021. — Taphonomy of an excavated striped hyena (Hyaena hyaena)
den in Arabia: implications for paleoecology and prehistory.

COMPTES RENDUS PALEVOL e 2025 24 (10)


https://doi.org/10.1155/2011/245408
https://doi.org/10.5252/g2011n3a4
https://doi.org/10.1016/j.geobios.2019.02.002
https://doi.org/10.1016/j.geobios.2019.02.002
https://doi.org/10.1016/j.jas.2007.01.012
https://doi.org/10.1007/s41982-022-00123-x
https://doi.org/10.1016/j.quascirev.2023.108132
https://doi.org/10.1016/j.quascirev.2023.108132
https://doi.org/10.1080/08912963.2017.1384476
https://doi.org/10.1080/08912963.2017.1384476
https://doi.org/10.15160/1824-2707/1310
https://doi.org/10.15160/1824-2707/1310
https://doi.org/10.1007/s00382-001-0212-x
https://doi.org/10.1007/s00382-001-0212-x
https://doi.org/10.1086/203959
https://doi.org/10.1111/j.1365-2907.2006.00093.x
https://doi.org/10.1111/j.1365-2907.2006.00093.x

Archaeological and Anthropological Sciences 13: 139. https://doi.
org/10.1007/s12520-021-01365-6

STINER M. C. 1991a. — The Guattari faunas then and now. Qua-
ternaria Nova 1: 163-192.

STINER M. C. 1991b. — The faunal remains from Grotta Guattari:
a taphonomic perspective. Current Anthropology 32 (2): 103-117.
hteps://doi.org/10.1086/203930

STINER M. C. 1994. — Honor among Thieves: A Zooarchaeological
Study of Neandertal Ecology. Princeton University Press, Prince-
ton, 458 p.

STINER M. C. 2004 — Comparative ecology and taphonomy of
spotted hyenas, humans, and wolves in Pleistocene Italy. Revue
de Paléobiologie 23 (2): 771-785.

SUTCLIFFE A. ]. 1970. — Spotted hyaena: crusher, gnawer, digester
and collector of bones. Nature 227: 1110-1113. hteps://doi.
org/10.1038/2271110a0

TEICHERT M. 1969. — Osteometrische Untersuchumgen zur
Berechnung der Widerristhéhe bei vor- und friihgeschichtlichen
Schweinen. Kiihn-Archiv 83: 237-292.

COMPTES RENDUS PALEVOL e 2025 24 (10)

The cave hyena den of Grotta Guattari (San Felice Circeo, central Italy) <

TESTU A. 2006. — Etude paléontologique et biostratigraphique des
Felidae et Hyaenidae pléistocénes de I’ Europe méditerranéenne. These
de doctorat, Université de Perpignan, 360 p.

ToOTHN. & WHITE T. D. 1991. — Assessing the ritual cannibalism
hypothesis at Grotta Guattari. Quaternaria Nova 1: 213-222.

TYLER FAITH J. 2007. — Sources of variation in carnivore tooth-
mark frequencies in a modern spotted hyena (Crocuta crocuta) den
assemblage, Amboseli Park, Kenya. journal of Archacological Science
34 (10): 1601-1609. https://doi.org/10.1016/j.jas.2006.11.014

VILLA P. & MAHIEU E. 1991. — Breakage patterns of human long
bones. Journal of Human Evolution 21 (1): 27-48. hteps://doi.
org/10.1016/0047-2484(91)90034-S

WEBB R. E. 1989. — A reassessment of the faunal evidence for
Neandertal diet based on some western European collections,
in PATOU M. & FREEMAN L. G. (eds), L'Homme de Néandertal.
Vol. 6. La Subsistance. Etudes et Recherches Archéologiques de
I'Université de Liege (coll. ERAUL; 33), Liege: 155-178.

WILKENS B. 1989. — 1l cervo dal Mesolitico all’Eta del Bronzo
nell'Tralia centro-meridionale. Rassegna di Archeologia 8: 63-95.

Submitted on 11 March 2024;
accepted on 20 November 2024;
published on 9 April 2025.

189


https://doi.org/10.1007/s12520-021-01365-6
https://doi.org/10.1007/s12520-021-01365-6
https://doi.org/10.1086/203930
https://doi.org/10.1038/2271110a0
https://doi.org/10.1038/2271110a0
https://doi.org/10.1016/j.jas.2006.11.014
https://doi.org/10.1016/0047-2484(91)90034-S
https://doi.org/10.1016/0047-2484(91)90034-S

	Cover
	Title
	ABSTRACT 
	RÉSUMÉ
	INTRODUCTION
	ARCHAEOLOGICAL BACKGROUND  
	MATERIAL AND METHODS 
	Archaeological investigation 
	Paleontological study 
	Taphonomic analysis 
	Coprolites

	RESULTS
	Stratigraphic setting 
	The mammal assemblage 
	Human remains 
	Taphonomic observations 
	Tooth marks 
	Pits
	Scores
	Punctures
	Notch
	Scooping out
	Crenulated edges
	Chipped back edges
	Licking

	Breakage analysis 
	Stage 0
	Stage 1
	Stage 2
	Stage 3
	Stage 4

	Gnawing on the different taxa  
	Anthropogenic traces 
	The coprolites 

	DISCUSSION
	CONCLUSIONS
	Acknowledgements
	REFERENCES


