
JOURNAL OF QUATERNARY SCIENCE (2023) 38(7) 1159–1170 ISSN 0267-8179. DOI: 10.1002/jqs.3533

Multi‐disciplinary study of a late Pleistocene woolly rhinoceros found
in the Pannonian Basin and implications for the contemporaneous
palaeoenvironment
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ABSTRACT: Excavation campaigns conducted at the Pécel‐Kis hársas site (Hungary) between 2014 and 2017
yielded the remains of a mature female woolly rhinoceros (Coelodonta antiquitatis) and six lithic artefacts.
Radiocarbon dating confirmed that the rhinoceros died ca. 20.4k cal a BP, at the very end of the Last Glacial
Maximum and, considering the position of the artefacts when found, it was probably killed by Epigravettian hunters.
Based on dental analyses of the specimen, a vigorous lichen‐ (and possibly moss‐)consuming diet could be inferred
for the end of the animal's lifetime. Based on Sr results, we can exclude the possibility of long‐range migration. In
accordance with the optimum environmental demands of the foraging lichen, the low δ18O value of osseous material
implies a relatively cold contemporaneous climate with a calculated mean annual air temperature of around 0.7 °C.
Meanwhile, the extremely low δ15N value may have resulted from the proximity of the discontinuous permafrost
zone and some intensive soil dislocation. Consequently, poor vegetation and an open, tundra‐like habitat can be
assumed to have been dominant at the site at that time, which is also supported by palaeoenvironmental modeling
experiments. © 2023 John Wiley & Sons, Ltd.
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Introduction
Woolly rhinoceros (Coelodonta antiquitatis) is one of the
most emblematic members of the Pleistocene megafauna, an
element of the Eurasian mammoth fauna also known as the
Mammuthus–Coelodonta Faunal Complex (Kahlke, 2014;
Kahlke and Lacombat, 2008). Until the Late Pleistocene,
woolly rhinoceros was common in all cold stages of Europe,
even under moderate temperatures, when the climate was
sufficiently dry (Guérin, 1980; Kahlke and Lacombat, 2008).
The first occurrence of the genus Coelodonta in Europe was
discovered in deposits of a glacial meltwater delta of Marine
Isotoipe Stage (MIS) 12 (about 460 ka) at the site of Bad
Frankenhausen, Germany (Kahlke and Lacombat, 2008;
Uzunidis et al., 2022). Hundreds of thousands of years later,
the last examples of the species in the Western and Central
European region (~16.7–17.0k cal a BP) were discovered in
Switzerland, Germany and Poland. Meanwhile, its coexistence
with human groups has long been known from numerous sites
in Eurasia. Finally, woolly rhinoceros probably went extinct

close to the onset of the Allerød interstadial (GI‐1c) ~13.9k cal
a BP (Stuart and Lister, 2012; Rey‐Iglesia et al., 2021) and the
last occurrence worldwide was proposed to be near the
Lena–Amga interfluves, north‐eastern Siberia, Russia. Despite
long debate, recent investigations tend to suggest drastic
environmental changes due to rapid climate changes as the
main factor of extinction, although human impact also cannot
be completely excluded (Cooper et al., 2015; Kuzmin, 2010;
Stuart and Lister, 2007).
The Pannonian Basin has always been rich in Late

Pleistocene vertebrate fossil sites. At least 150 of them, mainly
cave sites, have additionally provided woolly rhinoceros
remains. The most recent woolly rhinoceros remains found
in stratigraphic sequence in Hungary (Vörös, 2000, and
references therein) were associated with the Istállós‐kő faunal
phase (Middle Würm or the second half of MIS 3), using local
biostratigraphy analyses. The presumed latest occurrence in
Hungary comes from the mixed layer 11b in Remete
Cave (Budapest), estimated to be ~17–18 ka, based on the
composition of the faunal assemblage (Jánossy, 1986). Re-
cently, the local presence of the species was estimated to
be ~20 ka (Pazonyi, 2004). Nevertheless, despite thorough and
detailed stratigraphic, archaeological and palaeontological
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elaboration of these assemblages, the lack of precise absolute
dates and comprehensive natural science studies represent a
serious issue. Consequently, the number of reliable data is
still limited (Kovács, 2012; Kovács et al., 2012; Pazo-
nyi, 2011, 2004).
In this study, in addition to classical palaeontological and

archaeological observations, we present the results of a multi‐
disciplinary analysis applied on the remains of a female woolly
rhinoceros and six associated lithic artefacts found side by side
at the new Pécel‐Kis hársas open‐air site in Hungary. For the
first time in the history of Hungarian palaeontological
assemblages, we performed joint stable isotope (δ13C, δ15N,
δ18O against VPDB, AIR and SMOW respectively, in addition,
Sr), dental mesowear and calculus/fossae analyses on osseous
remains, aiming to reveal new palaeontological and palaeoen-
vironmental aspects related to the species and the finding
locale at the very end of the Last Glacial Maximum (LGM).
Wear analysis was also performed on the lithic artefacts to
examine the association between the tools and the animal.

Materials and methods
Numerous bones of one woolly rhino specimen and six lithic
artefacts (four made from chert and two from obsidian) were
found at the Pécel‐Kis hársas site (N47.49805, E19.37789,
192m a.s.l.) between 2014 and 2017, which is located at the
south‐western edge of the Gödöllő Hills, 20 km east of
Budapest, Hungary (Figure 1). During the campaigns, all the
bone remains were recovered at a depth section between 50
and 100 cm but as this was a rescue excavation, detailed
geological context of the fossil‐bearing horizon was not
recorded. However, the stratigraphic section of the site
showed a finely laminated sequence of different layers (loessy

sand and slope loess). The dense bone accumulation and their
position suggested that the pieces had been buried in in situ
position on an ancient slope, close to the inclination point.
Palaeontological identification was based on a comparison

with Pleistocene rhinoceros material collected from different
European locations and stored in the Department of Palaeon-
tology and Geology of the Hungarian Natural History Museum
(HNHM) and the Hungarian Geological Institute (Mining and
Geological Survey of Hungary) in Budapest, Hungary. The
diagnostic morphological features were selected and listed by
different authors (Guérin, 1980; Pandolfi and Tagliacoz-
zo, 2015). The estimated age at death of the specimen was
calculated using the stage of fusion of the long bone epiphysis,
in addition to tooth eruption, replacement and wear stages
suggested by Hillman‐Smith et al. (1986) for white rhinoceros
(Ceratotherium simum). Dental mesowear analysis was per-
formed following the generalized individual dental age stage
method (IDAS) (Anders et al., 2011), according to the
suggestions of Mihlbachler et al. (2011) [Supporting Informa-
tion Material 1 (SM1)]. Low‐magnification dental microwear
analysis was also attempted (for details see Solounias and
Semprebon, 2002; Semprebon et al., 2004), but due to the
poor preservation of the enamel surfaces this analysis was not
successful.
Radiocarbon dating, and stable carbon, nitrogen, oxygen

and strontium analyses of the specimen were performed at
the International Radiocarbon AMS Competence and Train-
ing Center (INTERACT), Debrecen, Hungary, following
standard collagen extraction and bioapatite processing
protocols in use at the laboratory (Gugora et al., 2022; Major
et al., 2019; Molnár et al., 2012). Stable carbon, nitrogen and
oxygen ratios were measured using a Thermo Finnigan
DeltaPlus XP mass spectrometer. Mean δ13C and δ15N values
are presented against the VPDB and AIR references,
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Figure 1. (A) Map of Central Europe showing the Pécel‐Kis hársas locale of the rhinoceros skeleton in the Pannonian Basin. The southern margins
of the continuous and discontinuous permafrost zones (CPZ and DPZ) are also indicated with reference to Ruszkiczay‐Rüdiger and Kern (2016).
(B) View from above of the Pécel‐Kis hársas site (credit: Google maps). [Color figure can be viewed at wileyonlinelibrary.com]
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respectively. For mean annual air temperature (MAAT)
calculations, the measured stable oxygen results of the rhino
bone phosphate (δ18Op against SMOW) and the calculated
δ18OW values for water drunk by selected horse, bison and
elephant specimens were included. The Pécel‐Kis hársas site
is located at similar distances from Krakow (~550 km to the
north) and Zagreb (~650 km to south‐west), and thus the
MAAT value for the tooth and bone samples was calculated
as the mean of temperatures related to Krakow (TairK) and
Zagreb (TairZ). In addition, to verify our MAAT results, the
respective noble gas temperatures (NGTs), using the same
δ18OW values, were also calculated and compared to the
respective air temperature values (Varsányi et al. 2011; SM2).
To learn more about the diet of this specimen, micro‐remains
found in the dental calculus and fossae were also analysed at
INTERACT, using an Alpha Euromex CMEX‐5 polarizing light
microscope. The surface morphology of these remains, for
verification of their inorganic origin, were studied at the
Laboratory of Material Science (Institute for Nuclear Re-
search, Debrecen, Hungary), under an Hitachi S4300‐CFE
scanning electron microscope (SEM) equipped with energy
dispersive X‐ray spectroscopy (EDX) and operating at 15 kV
with a detection threshold of 0.1 at%. More detailed
descriptions concerning these analytical methods can be
found in the SM1 and 2. Use‐wear analysis of the obsidian
tools was performed with a reflected light microscope (Zeiss
AxioScope.A1, 50–500×) and a stereomicroscope (Zeiss
Discovery V8, 6.3–80×) at the Institute of Archaeological
Sciences of Eötvös Loránd University, Budapest, Hungary
(see SM3 for details of sample preparation and observations).

Results
Results of the palaeontological and dental analyses
of the rhinoceros

During the fieldwork, approximately one‐third of the whole
skeleton was documented within an area of 10 m2 (78 skeletal
elements in total). The main diagnostic features used to identify
the species were based on the preserved cranial remains.
Briefly, the excavated upper premolars are hypsodont with
thick enamel; the medifossette is closed and circular and the
ectoloph profile is wavy on P2. The lower M2 and M3 have an
angular trigonid, rough enamel and narrow V‐shaped lingual
valleys. The long bones and the metapodials are short and
massive. All these characteristics fit well with the diagnostic
features of Coelodonta antiquitatis. The two upper premolars
are relatively worn. The left P2 is less worn than P3 and still
preserves the medifossette and postfossette. The lower teeth
have different degrees of wear. The shape of the lingual valleys
in the three premolars and M1 cannot be observed and only
the base of the posterior lingual valley on P4 is evident. M2 and
M3 are fully erupted in an advanced stage of wear, but the
morphology of the lingual valleys can be still observed
(Figure 2).
Dental mesowear analyses revealed that both M2 of the

specimen were characterized by blunt cusps of low elevation;
these dental elements had a mesowear score of 6. Dental
micro‐remain studies showed that the material prepared for
microscopy was rich in sand/mineral and calcium phosphate
grains. From analyses of the dental calculus and tooth fossae,
2024 particles of isotropic plant micro‐fragments were
counted and classified, although 4.2% of the plant remains
could not be identified with total certainty. Approximately
80% of the plant remains came from the deep fossae and just a
smaller fraction from the dental calculus. Plant micro‐remains

consisted of lichen fragments, fungal remains, plant tissues,
phytoliths, vessels and starch grains. Most of the microfossils
were derived from lichen fragments; that is, 87% of the total
identified were fungal, generative and vegetative, filamentous
structures with distinctive septate texture and characteristic
birefringence (Cao, 1990). Furthermore, the conformations
revealed characteristics of lichen thalli in many instances
with recognizable parts of the lichen cortex, photobiont
layer with fungal sheaths of the photobiont cells, soredia,
conidia, skeletal elements or asci (Fig. 3; Supporting Informa-
tion Figs S1 and S2).
The smaller part of the dental micro‐remains (13%)

consisted of lignified vascular tissues from dicotyledons, plant
fibres, fragments of moss epidermis, blocky phytoliths pre-
sumably from conifer or dicot bark, stone cells and starch
grains. However, the different microfossil particles were not
found in great quantity. Propagules of higher plants, such as
seeds and pollens, were absent from the fossae. The water used
for rinsing and cleaning the teeth was also desiccated and
examined to compare with the micro‐remains of the samples.
As a result, there was no appreciable microfossil content in this
dried sample, except for a few unidentified plant fibres. EDX
analysis of five pieces of lichen‐like fragments showed that the
sum of the carbon and oxygen element content of the studied
microfossils was 60–68 at.%, indicating the organic origin of
the particles.

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

Figure 2. Photos of the P2 and P3 teeth (A: labial, B: occlusal view),
the left mandible (C: buccal, D: occlusal view) and the right mandible
(E: buccal view) of the Pécel woolly rhinoceros. [Color figure can be
viewed at wileyonlinelibrary.com]
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Results of radiocarbon and stable isotope analyses
of the osseous samples

Based on visual inspection and sufficient collagen contents,
the selected sesamoid bone and the P3 tooth were in good
preservation. The carbon and nitrogen contents (45.2 and

15.5%, and 43.8 and 15.6%, respectively), in addition atomic
C/N ratios of 3.4 and 3.3 of the ultrafiltered collagen also
supported their good condition for isotopic measurements. For
the bone and the tooth, radiocarbon measurements yielded
blank‐corrected radiocarbon dates of 16 940± 110 and 16
900± 110 14C a BP, respectively, providing an average of 16

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

Figure 3. Light and scanning electron micrographs of the plant remains found in the rhinoceros dental calculus and fossae. (A) lignified vascular tissue from
dicotyledons. (B) fragment of moss epidermis. (C) stone cell. (D) porous stone cell from bark or xylem. (E) starch grain with its polarized light image showing
birefringence. (F) blocky phytolith. (G) lichen fragment with a skeletal binding hypha (arrow). (H) scanning electron micrograph of lichen thallus fragments
with hyphae forming photobiont sheaths (arrow). (I) scanning electron micrograph of conidiophore with different stages of microconidium formation (arrows).
Scale bars: A, B, E, H, I = 10 µm; C, D, F, G = 20 µm. (Additional photos are provided in SM1). [Color figure can be viewed at wileyonlinelibrary.com]

Table 1. Summary of the results of dating and stable isotope analyses performed on the Pécel rhino

Analysis performed on the Pécel woolly rhino specimen Sesamoid bone P3 tooth

Ultrafiltered collagen content (%) 2.1 4.9
Atomic C/N ratio of collagen 3.4 3.3
Laboratory code of AMS measurements DeA‐18899 DeA‐28935
Radiocarbon date (14C a BP) 16 940± 110 16 900± 110
Combined calibrated date range (cal a BP) 20 670–20 220 (median of 20 440)
δ13C of collagen (‰, vs. VPDB) −20.2± 0.1 −19.9± 0.1
δ15N of collagen (‰, vs. AIR) 1.2± 0.1 3.5± ± 0.1
δ18Op of apatite (‰, vs. SMOW) 10.3± 0.4 10.0± 0.4
Calculated δ18Ow (‰, vs. SMOW) (calibration Eqs 1–3) −14.8± 0.7 −15.2± 0.7
Calculated δ18Ow (‰, SMOW) (calibration Eq. 3) −14.1 −14.4
Calculated MAAT ranges (°C) (for European city calibration equations) −0.4 to 2.5 −1.1 to 1.9
Most probable MAAT (°C) (Krakow–Zagreb calibration Eq. 6) 1.0 0.4
Calculated NGT‐temperature (°C) (Eq. 7) 0.8 0.0
Smallest difference between MAAT and NGT temperatures (°C) 0.2 0.4
87Sr/86Sr isotope ratio of apatite* 0.709132± 0.000040 0.709047 ± 0.000021

*The average of the values is 0.709089, within the range determined by the local background samples (0.708788 and 0.709272).
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920± 80 14C a BP (Table 1). Using the ‘combine’ function in
the OxCal program, the mean radiocarbon age corresponds to
a calibrated age range of 20 670–20 220 cal a BP (median 20
440 cal a BP) at a 95.4% confidence level (Bronk Ramsey, 2009;
Reimer et al., 2020).
The stable carbon and nitrogen isotope measurements of the

bone provided a mean δ13C and δ15N value (±SD) of
−20.2± 0.1 and +1.2± 0.1‰, respectively. The δ13C and
δ15N values (±SD) of the P3 tooth were higher, −19.8± 0.1
and +3.5± 0.1‰, respectively, and this nitrogen value is
significantly different from that of the bone. The δ18OP values
obtained for the indigenous phosphate of the sesamoid bone
and P3 enamel samples were +10.3± 0.4 and +10.0± 0.4‰,
respectively. Regarding the δ18Ow values, the means and
standard deviations obtained by the three selected calibration
equations specific for horse, bovine and elephant (SM2 Eqs 1,
2 and 3, respectively) ranged from −14.8± 1.6 to
−15.1± 1.7‰ (Skrzypek et al., 2011). In the MAAT calcula-
tions (SM2, Eq. 6), various linear regression equations for more
European cities were tested, offering a wider possible
temperature interval ranging from −5.2 to +3.1 °C. Due to
the location of the Pécel site, an average of the Krakow and
Zagreb calibration curves (SM2, Eqs 4 and 5) was used in the
final MAAT calculations. Other cities are either situated at a
too large distance from the site or other geographical effects
might influence the δ18Ow values. In addition, applying the
δ18Ow values obtained by the three equations, the smallest
difference between the MAAT values and the respective NGT‐
related temperatures (namely ~0.2–0.4 °C, SM2, Eq. 7) was
found in the case of the elephant‐related equation (δ18Ow

values for the bone and the tooth enamel are −14.1 and
−14.4‰). The combination of these two equations gave final
MAAT values of 1.0 and 0.4 °C for the bone and enamel (mean
of 0.7 °C), which are regarded from our assumptions to be the
most likely air temperatures for the studied period. In the frame
of the last isotopic analysis, the strontium measurements also
yielded consistent results; that is, the values of the local
background samples (pine cone, shell) ranged between
0.708788 and 0.709272, constituting one cluster with the
rhino's average value of 0.709089.

Discussion
Palaeontological implications for the specimen
based on the dental and stable isotope results

The Pécel woolly rhino specimen is one of the most complete,
well‐documented and age‐constrained Coelodonta findings
from Central Europe, which makes its scientific study
exceptionally important. Regarding its biological age, com-
pared with the data reported by Hillman‐Smith et al. (1986) for
white rhinoceros, the studied specimen resembles those of age
class XIV, with an estimated age between 25 and 32 years.
This is also supported by analyses of dental wear, based on
teeth eruption, facet development and the wear stage of the
different teeth positions (IDAS 4 – late adult – stage) (Anders
et al., 2011). This late adult stage is characterized by a
completely eroded M1 and P4. Furthermore, all other lower
teeth were in wear, but are not worn down completely. This
means that, even though the examined specimen was
relatively old, its teeth still retained their functionality well,
enabling further analyses of the wear of the molars. At the
same time, the P2 preserved several features that suggest a
younger age. The IDAS 4 relative age stage could be
characteristic not only for the older adult specimens of
rhinoceroses but also for much younger specimens).

Hillman‐Smith et al. (1986) found that the IDAS 4 age stage
in the case of Diceros bicornis covered almost 40% (beginning
at around 20% and spanning until ~60%) of its potential
lifespan. Nevertheless, the stage of wear of the lower teeth of
the Pécel specimen suggests an age >25 years old.
Based on dental mesowear analyses, both M2 teeth were

characterized by low cusp elevation and blunt cusps. This may
be the result of two factors. One possibility is that it was
caused by the old age of the specimen. As previously seen, the
specimen was possibly in a late adult stage of its life.
Mesowear scoring is most reliable when applied to worn teeth
that have not yet lost their functionality. Thus, its use on a
possibly old specimen with highly abraded molars raises some
concerns related to the reliability of the results. As an another
possibility, low and blunt cusps can form due to environmental
factors. Such low and blunt cusps are implied to be
characteristic for specimens consuming almost exclusively
abrasive plant materials, as a primarily grazer or due to the
increased involuntary intake of grit (dirt, sand, loess particles),
which is also supported by the analyses of dental fossae rich in
sand/mineral. Similarly, highly abraded molars were recorded
for woolly rhinoceros by Pushkina et al. (2020) from the Late
Pleistocene Villa Seckendorff location (south‐western Ger-
many) and by Rivals et al. (2010) from Late Pleistocene
sediments from Brown Bank (North Sea). It must be empha-
sized that these mesowear results are based on a possibly older
specimen, and thus they should be treated with caution. In
previous studies, analyses of plant remains from rhino fossae
and palynological analysis of the stomach contents of a
mummified rhino carcass have revealed that woolly rhino-
ceros had a diet dominated mainly by grasses, sagebrush and
other forbs (Boeskorov et al., 2011; Garutt et al. 1970; Lazarev
and Tirskaya 1975; Schreve et al., 2013). In contrast, a single
study by Rivals et al. (2010) recorded (using low‐magnification
micro‐wear of woolly rhino specimens from Brown Bank,
North Sea) and showed that woolly rhinoceros had a more
mixed diet, plotting closer to the browser dietary morpho-
space. Recently, a seasonally mixed diet was shown by
Stefaniak et al. (2021), but the species itself was still tagged as
a grazer.
Stable isotopic and dental calculus/fossae analyses allowed

us to explore more the details of this specimen's diet. For rhinos
older than 31.1k cal a BP, the most comprehensive δ13C and
δ15N data set (n = 32), ranging from −20.8 to −19.2‰ and
from +0.7 to +8.3‰, respectively, was published by Jacobi
et al. (2009). For younger specimens (n = 5), mean δ13C and
δ15N values of −21.0± 0.8‰ and +5.8± 1.7‰ were obtained,
but no suggestion was given in either study towards an accurate
diet reconstruction of the species (Bocherens, Drucker., 2003).
Recently, Rey‐Iglesia et al. (2021) collected and reviewed the
δ13C and δ15N values of 268 specimen from all over Eurasia and
our δ13C values around –20‰ fit well into the dataset, reflecting
a preferably C3 plant‐based diet (Figure 4).
In their publication, Bocherens et al. (1997) assumed some

physiological reasons behind the higher δ15N values in tooth
dentin relative to bones, and thus the δ15N value of 3.5‰ for
the P3 tooth (erupted at juvenile age) is excluded from our
evaluation. As shown in Fig. 4, the δ15N value of the sesamoid
bone of the Pécel specimen is located in the lower section of
the compiled data, so water or nutritional stress (which
generally increases the δ15N value) can be excluded. Studying
the δ13C and δ15N values along the nasal horn of a woolly
rhino, Tiunov and Kirillova (2010) suggested that more positive
δ13C and δ15N values indicated a summer diet, consuming
more graminoids, while lower values possibly represent a
larger proportion of woody and shrub‐derived forage in the
winter diet. Thus, for the Pécel specimen, some minor

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)
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influences deriving from consumption of shrubs, woody or
other low‐nutrition plants should also be considered, consis-
tent with the suggestions for grazers by Stefaniak et al. (2021).
This assumption was partly supported by our dental plant
microfossil analyses, in which 87% of the microfossils derived
from lichen fragments. Nevertheless, plant remains in the
fossae can frequently be exchanged during feeding and
drinking, representing only the food in the last months of the
animal's life (Grube, 2003; Stefaniak et al., 2021; van der
Made and Grube, 2010). Based on previous dental calculus
analyses from various locations and species [e.g. Gobetz and
Bozarth (2001) for Mammut americanum; Scott‐Cummings
and Albert (2007) for Mammuthus columbi], a large number of
grass phytoliths would have been expected for this woolly
rhinoceros, but only two phytoliths, presumably originating
from conifer or dicot bark, were found in the calculus
(ICPT, 2019). In addition, the microfossils in the fossae showed
that the last food of the Pécel specimen consisted mostly of
lichens. Although the relatively depleted δ15N and δ13C values
may suggest the consumption of mosses as well, the
preservation of those remains usually is poor (Fox‐Dobbs
et al., 2008). The lignified vascular tissues, fibres and stone
cells, presumably of bark origin, are also indicative of feeding
on shrub shoots. The absence of herbaceous plants, pollen and
other diaspora remains in the fossae suggests that the animal's
death occurred during a cold period (Grube, 2003; van der
Made and Grube, 2010; Stefaniak et al., 2021). Consequently,
this specimen was most probably primarily a grazer, with some
seasonal changes to its diet. During cold periods with an
absence of grass and herbs, presumably it might have eaten
soft shoots of trees and shrubs (Stefaniak et al., 2021), or
according to our results, a larger amount lichen or moss. Thus,
the more depleted δ15N values during the winter diet,
observed by Tiunov and Kirillova (2010), can also be refined,
indicating the possibility of consuming lichen and moss.

Environmental implications for the Pécel site based
on the dental and stable isotope results

The Pécel‐Kis hársas woolly rhinoceros is partial, but there is
no evidence to suggest an influence of carnivores or
scavengers in the formation of the assemblage. The surface
of the bones and teeth have been largely destroyed by root
etching, and consequently no cut‐marks could be recognized
on them. Nevertheless, based on the spatial association of four
chert points to the scapula and a rib (Figure 5), we assume that

the specimen was hunted and/or butchered onsite by
Epigravettian people (15.0–26.5 ka) (Markó, 2018). Wear
analysis revealed traces on the stones which may correspond
to hunting and/or butchering activities, but not exclusively,
and thus failed to clearly identify such activities (SM3).
In addition to revealing any human presence in the area, our

final goal was to at least partly reconstruct some ambient
environmental characteristics that prevailed in the region at
the time. Bone stable isotope (δ13C, δ15N, δ18O, 87Sr/86Sr),
combined dental mesowear and plant microremnant results
were jointly evaluated to gain more information about the
environmental and climatic conditions. Since the 87Sr/86Sr
results of the left P3 tooth and the sesamoid bone showed the
same strontium isotope ratio value within a 95.4% confidence
level, and are within the range determined from the local
background samples, any significant long‐distant migration of
the specimen can be excluded. Hence, biogeochemical
analyses of the remains can be used to for palaeoenviron-
mental reconstruction of the Pécel‐Kis hársas site.
The calculated MAAT values of 0.4 °C (for tooth enamel)

and 1.0 °C (for the bone) suggest a relatively low ambient
temperature. Similar MAAT prevails today in the boreal forest
and forest tundra biomes of Eurasia (Walter and Box, 1976).
Considering that the P2 tooth erupts at the age of 7–9 years
(Hillman‐Smith et al., 1986) and the specimen died after the
age of 25 years, the ambient MAAT might not have varied
significantly over these 15–20 years. These MAAT values are
in good agreement with the NGT temperatures of 0.0 and
0.8 °C calculated from the δ18Ow values for the enamel and
bone samples, respectively. Earlier noble gas measurements
have shown that in the southern part of the Great Hungarian
Plain (southern Pannonian Basin), the average infiltration
temperature of surface water was 3.3 ± 0.4 °C at the end of
the LGM (Varsányi et al., 2011). Pécel is, however, situated
farther north relative to the Plain. This loessy–sandy area has
a relatively cold mesoclimate still today, with cold con-
tinental forest steppe vegetation (Fekete et al., 2010), so the
lower values are unambiguously plausible. Assuming that the
lower/higher δ18Op values of the osseous material are directly
proportional to lower/higher MAAT temperatures, placing our
value of 10.0‰ for the bone into continental and regional
contexts can help us to establish an average stable oxygen
and an indirect MAAT scale over Europe (Figure 4). For
example, for the northern European region spanning from
Denmark to Estonia, Arppe et al. (2010) showed new
quantitative oxygen isotopic records regarding the middle

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

Figure 4. δ13C, δ15N and δ18Op results of the Pécel woolly rhinoceros bone (indicated by yellow star) in a Eurasian context. White squares represent
the means of the respective measures. The carbon and nitrogen data set containing 286 results was published by Rey‐Iglesia et al. (2021) while the
phosphate oxygen data derive from other studies related to Pleistocene large herbivores such as mammoth and horse in Europe (Arppe and
Karhu, 2010; Drucker et al., 2015; Kovács et al., 2012; Tütken et al., 2006). [Color figure can be viewed at wileyonlinelibrary.com]
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and late Weichselian period (24–52k cal a BP), using 28
mammoth enamel samples. In their study, δ18O values of
enamel phosphate spanned the range 8.8–16.1‰, corre-
sponding to air temperatures between −5.6/ − 3.8 and 6.3 °C.
For Western Europe, Drucker et al. (2015) showed that
phosphate δ18O results of woolly mammoth, reindeer and
horse specimens of 20–35k cal a BP found in Germany and
France ranged from 14.0‰ to 20.4‰, but these isotope
results were not converted into MAAT values. The average
δ18Op value for mammoths, steppe bisons and one woolly
rhinoceros that lived between 45 and 50k cal a BP near
Zurich, Switzerland was 11.7 ± 0.9‰, corresponding to a
MAAT of 4.3 ± 2.1 °C. This low temperature was then
associated with a C3 plant‐dominated ‘open tundra‐like’
environment (Tütken et al., 2006). The situation in East
Central Europe, including Hungary, was studied by Kovács
et al. (2012), revealing that the δ18Op of woolly mammoths,
horses and one woolly rhino around 16–30 ka varied from
13.1‰ to 19.2‰, pointing to a minimum MAAT of 8.1 °C.
Thus, considering the 124 published results above, an
approximate δ18O scale can be drawn for Europe, where
8.8 and 20.4‰ represent the cool and warm endpoints. The
value of 10‰ is still situated in the ‘cold climate’ segment of
the data, and thus we may assume that the site was
dominated by a rather low ambient temperature and cold
climate at the end of the LGM.

The harsh conditions, mainly through habitat and diet, might
have also played a role in developing a significantly low bone
δ15N value at the end of the lifetime of the specimen. The
value of 1.2‰ of the bone was probably due to environmental
factors such as temperature or moisture (Richards and
Hedges, 2003). Similar to previous studies involving other
species, Rey‐Iglesia et al. (2021) revealed a significant and
gradual decline in δ15N of woolly rhinos inhabiting the
Western/Central European and the Eastern European/Urals
regions from the pre‐LGM to the end of the post‐LGM periods
( ~ 59–12k cal a BP). Uniformly, the post‐LGM decrease of δ15N
was attributed to increasing moisture due to higher precipita-
tion and degrading permafrost (Drucker and Billiou, 2003;
Stevens and Hedges, 2004; Stevens et al., 2008; Rabanus‐
Wallace et al., 2017). Moreover, temperature and moisture are
closely associated with the open or closed nature of the soil's
nitrogen cycle (nitrogen re‐cycling against the inputs and
outputs in the ecosystem) in some regions (Stevens and
Hedges, 2004; Stevens et al., 2008), where the interactions
between plants and symbiotic fungi (mycorrhizae) might have
also been a significant mechanism influencing the soil and
plant δ15N values (Rey‐Iglesia et al., 2021). Even today, plants
in cold and nutrient‐poor environments (taiga and tundra belts)
rely on ecto‐ or ericoid mycorrhizal associations to aid their
uptake of accumulated organic nitrogen, which often induces
especially depleted plant δ15N values due to the retention of
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Figure 5. Position of chert artefact no. 1 relative to the left scapula (a and b) and artefact no. 2. relative to a rib (c) of the rhinoceros specimen. [Color
figure can be viewed at wileyonlinelibrary.com]
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enriched N forms by fungi (Hobbie and Ho, 2012). As the
MAAT values indicate, effective warming or higher moisture is
not likely to have occurred in the lifetime of this rhinoceros,
and thus we assume that the depleted δ15N value resulted from
the degraded nitrogen cycle of the local soil. Although the
continuous ice sheet did not cross the Carpathian Mountains,
sporadic and temporary permafrost, inducing cryoturbation
structures and sand‐wedge polygons, have been shown to
have penetrated into the northern part of the Pannonian Basin
during the Late Pleistocene (Kovács et al., 2007; Fábián
et al, 2014; Ruszkiczay‐Rüdiger and Kern, 2016). The
margin of continuous permafrost, which was modeled for the
contemporaneous region by Ruszkiczay‐Rüdiger and Kern

(2016), was situated close to the southern border of the
Carpathians, and the Pécel‐Kis hársas site is also located
directly next to the contemporaneous margin of the discontin-
uous permafrost zone (Figure 1a). Thus, a very harsh and cold
climate should have occasionally dominated the region, which
can explain the reduction in soil productivity (Drucker et al.,
2003, Stevens et al., 2008). Nevertheless, probably due to the
cold climate, some soil dislocation or formation of new loessy
sand layers also cannot be excluded, resulting in a significant
change in the soil‐derived forms of nitrogen available for
plants and plant–fungi associations. Our dental calculus
analyses, inferring a mostly lichen/moss diet, also suggest
nutrient‐poor and basic soil conditions with bare surfaces in
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Table 2. Summary of our results and conclusions
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some places. In a study conducted in the recent Arctic tundra
region, the most depleted δ15N values (from −5 to −2.5‰) for
plants were found primarily in association with lichens and
mosses, reflecting the δ15N signals of atmospheric N deposi-
tion on the surface or primary N fixation (Skrzypek et al., 2015).
Thus, based on the isotopic and dental microfossil remains, we
assume that the late life and the death of this rhinoceros
occurred during harsh and cold climatic conditions in a
tundra‐like environment with open vegetation.
Although our environmental assumptions are based solely on

analytical results from one specimen, they are also supported by
other studies performed for the whole Pannonian Basin. So far,
quantitative large‐scale climate reconstructions for the LGM and
last glacial termination have been based on pollen, loess, mollusc
and stable isotope analyses and climate models (Sümegi
et al., 2018, 2011; Bradák et al., 2011; Újvári et al., 2017;
Magyari et al., 2019, 2014). Based on the most relevant
quantitative comparison of modern and fossil pollen spectra
(e.g. at Nagymohos Peat Bog in Northern Hungary and Kokad
Mire in Eastern Hungary), it has been inferred that the landscape
of the Pannonian Basin was dominated by cold steppe or
steppe–tundra outside the river floodplains. In contrast, wet and
mesic grasslands and boreal forest steppe occurred in floodplains
and locations with sufficient water supply. Aiming to assess the
vegetation of the Pécel‐Kis hársas site, biome reconstructions
were performed on the nearest pollen records (Danube‐Tisza
Interfluve) covering the last glacial termination. The deposits of
inter‐dune hollow lakes (Bócsa and Kolon lakes, ~80–90 km
south of Pécel; Járai‐Komlódi, 1985; Borsy et al., 1991; Lóki
et al., 1995) indicate pine–birch forest steppe and cold
continental steppe vegetation around 21–20 ka. Summer mean
temperatures (June–August) here might have fluctuated around
12–14 °C (Magyari et al., 2022). In another reconstruction study
from the Debrecen‐Brickyard sequence in the Hajdúság loess
region (East Hungary), Sümegi (2005) showed that the species‐
poor mollusc fauna was dominated by cold‐adapted xero‐
montane and arctic‐alpine species during the LGM, pointing to a
mosaic‐structured, cold treeless steppe or steppe–tundra land-
scape influenced by edaphic factors around 21k cal a BP.
Unfortunately, the time resolution of these sediment‐based pollen
and plant‐remain records is still too low to be suitable for
accurate estimation the climatic conditions during such a short
period as the lifespan of this rhinoceros. In contrast, sequential
isotope analysis on bones and teeth of large herbivores and
carnivorous found at a site, the time resolution of any
environmental reconstruction may be reduced to a couple of
years or decades (Table 2).

Conclusions
Palaeontological and combined multi‐disciplinary ana-
lyses were performed on the remains of a mature female
woolly rhinoceros (Coelodonta antiquitatis) found at the
Pécel‐Kis hársas site, in order to reconstruct the diet and
palaeoenvironment of the specimen. No cutmarks were
recognized on the etched surface of the osseous material,
but we assume that the rhino was killed by Epigravettian
hunters ~20.4 k cal a BP. The hypothesis of human
influence was inferred by the four chert tools and two
obsidian blades, which were found directly near the bone
assemblage. However, apart from the position of the finds,
no evidence has been found to unequivocally support this
hypothesis. Regarding the specimen, based on the isotopic
and dental plant microfossil results, a specialized lichen‐
(and possibly moss‐) consuming diet could be identified
regarding the last period of its life. Such diet preference has

not been highlighted in the literature previously with
regard to woolly rhinoceros. Strontium and δ18O results
of bone bioapatite suggest a cold climate with a MAAT of
~0.7 °C for the contemporaneous site. Meanwhile, the
δ15N value is extremely low, even in a Eurasian context,
and may have resulted from the proximity of the discontin-
uous permafrost zone and some intensive upper soil
dislocation. Based on the environmental conditions im-
plied by the low ambient temperature and open, lichen‐
dominated vegetation, the specimen may have died in a
harsh tundra‐like (steppe tundra) habitat. These conclu-
sions are also supported by palaeoenvironmental recon-
struction modeling experiments related to the Debrecen‐
Brickyard sequence in the Hajdúság loess region, resulting
in an adjacent mosaic‐structured, cold treeless steppe or
steppe–tundra landscape around 21 ka.

Acknowledgements. We would like thank Attila Virág and Tamás
Varga for their valuable advice and help. This research was
supported by the European Union and the State of Hungary, co‐
financed by the European Regional Development Fund in the
project of GINOP‐2.3.4‐15‐2020‐00007 ‘INTERACT’. Micro-
scopes for wear analysis were provided by the project USZT
KMOP‐4.2.1/B‐10‐2011‐0002: Interdisciplinary and innovative
research approaches and development of infrastructural back-
ground for industrial cooperation and introduction of new
educational technologies at Eötvös Loránd University (Budapest,
Hungary). Further support came from NKFIH 129167 and RRF‐
2.3.1.‐21‐2022‐00014 (Climate Change National Laboratory). L.P.
thanks the Italian Ministry for Foreign Affairs and International
Cooperation (MAECI DGSP/DGDP‐VI) and the European Commu-
nity Research Infrastructure Action, EU‐SYNTHESYS project
HU‐TAF‐3593, HU‐TAF‐5477 and SYNTHESYS + ; part of this
research received support from the SYNTHESYS Project (http://
www.synthesys.info/) which is financed by European Community
Research Infrastructure Action under the FP7 ‘Capacities’ Program.
Author contributions—Conceptualization; MG, IM, AM.

Data curation; MG, IM, ZsLSz, EM, BSz, AB, IF, AH, AM.
Formal analysis; MG, IM, ZsLSz, EM, BSz, LP, AB, IF, AH, GIK,
ACs. Funding acquisition; MG, IM, MM, AM. Investigation;
MG, IM, ZsLSz, EM, AM. Methodology; MG, IM, ZsLSz, EM,
BSz, AB, AH, GIK, ACs, AM. Project administration; MG, IM,
ZsLSz, AM. Resources; MG, IM, AM. Supervision; MG, IM,
ZsLSz, EM, AM. Validation; MG, IM, ZsLSz, EM, AM.
Visualization; MG, IM, ZsLSz, AM. Roles/Writing – original
draft; MG, IM, ZsLSz, EM, BSz, AB, AM. Writing – review &
editing. MG, IM, ZsLSz, EM, BSz, AB, AM

Data availability statement

All relevant data are provided in the text and the Supporting
Information.

Supporting information
Additional supporting information can be found in the online
version of this article.
SM1. Dental mesowear and calculus/fossae analyses.
SM2. Radiocarbon dating and stable isotope analyses.
SM3. Use‐wear analysis of the stone artefacts from the

Pécel‐Kis hársas site.

Abbreviations. LGM, Last Glacial Maximum; MAAT, mean annual air
temperature; HNHM, Hungarian Natural History Museum; IDAS,
individual dental age stage; INTERACT, International Radiocarbon
AMS Competence and Training Center; TairK, mean of temperatures
related to Krakow; TairZ, mean of temperatures related to Zagreb; NGT,
noble gas temperature; SEM, scanning electron microscope; EDX,
energy dispersive X‐ray spectroscopy; C/N, atomic carbon/nitrogen
ratio; MIS, Marine Isotope Stage.

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

MULTIDISCIPLINARY STUDY OF A LATE PLEISTOCENE WOOLLY RHINOCEROS 1167

http://www.synthesys.info/
http://www.synthesys.info/


References
Anders, U., von Koenigswald, W., Ruf, I. & Smith, B.H. (2011)

Generalized individual dental age stages for fossil and extant
placental mammals. Paläontologische Zeitschrift, 85, 321–339.
Available at: https://doi.org/10.1007/s12542-011-0098-9

Arppe, L. & Karhu, J.A. (2010) Oxygen isotope values of
precipitation and the thermal climate in Europe during the
middle to late Weichselian ice age. Quaternary Science Re-
views, 29, 1263–1275. Available at: https://doi.org/10.1016/j.
quascirev.2010.02.013

Bocherens, H. & Drucker, D. (2003) Trophic level isotopic enrichment
of carbon and nitrogen in bone collagen: case studies from recent
and ancient terrestrial ecosystems. International Journal of Os-
teoarchaeology, 13, 46–53.

Bocherens, H., Billiou, D., Patou‐Mathis, M., Bonjean, D., Otte, M. &
Mariotti, A. (1997) Paleobiological Implications of the Isotopic
Signatures (13C, 15N) of Fossil Mammal Collagen in Scladina Cave
(Sclayn, Belgium). Quaternary Research, 48, 370–380. Available at:
https://doi.org/10.1006/qres.1997.1927

Boeskorov, G.G., Lazarev, P.A., Sher, A.V., Davydov, S.P., Bakulina,
N.T., Shchelchkova, M.V. et al. (2011) Woolly rhino discovery in
the lower Kolyma River. Quaternary Science Reviews, 30,
2262–2272. Available at: https://doi.org/10.1016/j.quascirev.2011.
02.010

Borsy, Z., Félegyházi, E., Hertelendi, E., Lóki, J. & Sümegi, P. (1991) A
bocsai fúrásrétegsoranak szedimentológiai, pollenanalitikai és ma-
lakofaunisztikai vizsgálata. (Sedimentological, palynological and
malacofaunistical survey on a borehole from Bocsa). Acta Geogr.
Debrecina, 28‐29, 263–277 (in Hungarian with English Summary).

Bradák, B., Thamó‐Bozsó, E., Kovács, J., Márton, E., Csillag, G. &
Horváth, E. (2011) Characteristics of Pleistocene climate cycles
identified in Cérna Valley loess‐paleosol section (Vértesacsa,
Hungary). Quaternary International, 234, 86–97. Available at:
https://doi.org/10.1016/j.quaint.2010.05.002

Bronk Ramsey, C. (2009) Bayesian analysis of radiocarbon dates.
Radiocarbon, 51(1), 337–60.

Cao, J. (1990) A novel application of a polarization microscope for the
study of microbiological specimens. Journal of Microbiological
Methods, 12, 231–234. Available at: https://doi.org/10.1016/0167-
7012(90)90035-5

Cooper, A., Turney, C., Hughen, K.A., Brook, B.W., McDonald, H.G.
& Bradshaw, C.J.A. (2015) Abrupt warming events drove Late
Pleistocene Holarctic megafaunal turnover. Science, 349, 602–606.
Available at: https://doi.org/10.1126/science.aac4315

Drucker, D.G., Vercoutère, C., Chiotti, L., Nespoulet, R., Crépin, L.,
Conard, N.J. et al. (2015) Tracking possible decline of woolly
mammoth during the Gravettian in Dordogne (France) and the Ach
Valley (Germany) using multi‐isotope tracking (13C, 14C, 15N, 34S,
18O. Quaternary International, 359‐360, 304–317. Available at:
https://doi.org/10.1016/j.quaint.2014.11.028

Drucker, D.G., Bocherens, H. & Billiou, D. (2003) Evidence for
shifting environmental conditions in Southwestern France from 33
000 to 15 000 years ago derived from carbon‐13 and nitrogen‐15
natural abundances in collagen of large herbivores. Earth and
Planetary Science Letters, 216, 163–173. Available at: https://doi.
org/10.1016/S0012-821X(03)00514-4

Fábián, S.Á., Kovács, J., Varga, G., Sipos, G., Horváth, Z., Thamó‐
Bozsó, E. et al. (2014) Distribution of relict permafrost features in the
Pannonian Basin, Hungary. Boreas, 43, 722–732. Available at:
https://doi.org/10.1111/bor.12046ISSN 0300‐9483

Fekete, G., Somodi, I. & Molnár, Z. (2010) Is chorological symmetry
observable within the forest steppe biome in Hungary? A
demonstrative analysis of floristic data. Community Ecology, 11,
140–147. Available at: https://doi.org/10.1556/comec.11.2010.2.2

Fox‐Dobbs, K., Leonard, J.A. & Koch, P.L. (2008) Pleistocene
megafauna from eastern Beringia: Paleoecological and paleoenvir-
onmental interpretations of stable carbon and nitrogen isotope
and radiocarbon records. Palaeogeography, Palaeoclimatology,
Palaeoecology, 261, 30–46. Available at: https://doi.org/10.1016/j.
palaeo.2007.12.011

Garutt, V.E., Metel'tseva, E.P. & Tikhomirov, B.A. (1970) in Severnyi
Ledovityi okean i ego poberezh'e v kainozoe (The Arctic Ocean and

Its Coasts in the Cenozoic Era). Leningrad: Gidrometeoizdat,
113–125.

Gobetz, K.E. & Bozarth, S.R. (2001) Implications for Late Pleistocene
mastodon diet from opal phytoliths in tooth calculus. Quaternary
Research, 55, 115–122. Available at: https://doi.org/10.1006/qres.
2000.2207

Grube, R. (2003) Pflanzliche Nahrungsreste der fossilen Elefanten und
Nashörner aus dem Interglazial von Neumark‐Nord (Geiseltal). In:
Burdukiewicz, J.M., Fiedler, L., Heinrich, W.‐D., Justus, A. & Brühl, E.
(Eds.), Erkenntnisjäger – Kultur und Umwelt des frühen Menschen.
Veröffentlichungen des Landesamtes für Archäologie SachsenAnhalt
– Landesmuseum für Vorgeschichte 57/I (Halle [Saale]) 221–236.

Guérin, C. (1980) Les Rhinocéros (Mammalia, Perissodactyla) du
Miocène terminal au Pléistocène supérieur en Europe occidentale:
comparés aux espèces actuelles. Doc. des Lab. Géologie Lyon, 74,
1–1185.

Gugora, A., Demény, A., Fóthi, E., Horváth, A., Palcsu, L. & Karlik, M.
(2022) Detection of diagenetic alteration in bones and teeth for
migration and dietary studies — a combined FTIR and C‐N–O‐Sr
isotope study on tenth century CE cemeteries in northern and
northeastern Hungary. Archaeol. Anthropol. Sci, 14. Available at:
https://doi.org/10.1007/s12520-022-01532-3

Hillman‐Smith, A.K.K., Owen‐Smith, N., Anderson, J.L., Hall‐Martin,
A.J. & Selaladi, J.P. (1986) Age estimation of the White rhinoceros
(Ceratotherium simum). Journal of Zoology, 210, 355–377.

Hobbie, E.A. & Högberg, P. (2012) Nitrogen isotopes link mycorrhizal
fungi and plants to nitrogen dynamics. New Phytologist, 196,
367–382.

Neumann, K., Strömberg, C., Ball, T., Albert, R.M., Vrydaghs, L. &
Cummings, L.S., International Committee for Phytolith Taxonomy
(ICPT) (Katharina Neumann, Caroline A.E. Strömberg, Terry Ball,
Rosa Maria Albert, Luc Vrydaghs and Linda Scott Cummings. (2019)
International Code for Phytolith Nomenclature (ICPN) 2.0. Annals of
Botany, 124, 189–199.

Jacobi, R.M., Rose, J., Macleod, A. & Higham, T.F.G. (2009) Revised
radiocarbon ages on woolly rhinoceros (Coelodonta antiquitatis)
from western central Scotland: significance for timing the extinction
of woolly rhinoceros in Britain and the onset of the LGM in central
Scotland. Quaternary Science Reviews, 28, 2551–2556. Available
at: https://doi.org/10.1016/j.quascirev.2009.08.010

Jánossy, D. (1986) Pleistocene Vertebraten Faunas of Hungary.
Akadémiai Kiadó, Budapest, p. 1‐208 (in Hungarian).

Járai‐Komlódi, M. (1985) Pollenanalitikai vizsgálatok a Kolon‐tónál
(pollen analytical research at Kolon lake). In: Bankovics, A., Tóth, K.,
Szabó, T., Tölgyesi, I. & Molnár, B. (Eds.), Tudományos Kutatások a
Kiskunsági Nemzeti Parkban (1975‐1984). Országos Környezet‐ és
Természetvédelmi Hivatal, Budapest, pp. 152e155 (in Hungarian).

Kahlke, R.D. (2014) The origin of Eurasian Mammoth Faunas
(Mammuthus‐Coelodonta Faunal Complex). Quaternary Science
Reviews, 96, 32–49. Available at: https://doi.org/10.1016/j.
quascirev.2013.01.012

Kahlke, R.D. & Lacombat, F. (2008) The earliest immigration of woolly
rhinoceros (Coelodonta tologoijensis, Rhinocerotidae, Mammalia)
into Europe and its adaptive evolution in Palaearctic cold stage
mammal faunas. Quaternary Science Reviews, 27, 1951–1961.
Available at: https://doi.org/10.1016/j.quascirev.2008.07.013

Kovács, J. (2012) Radiocarbon chronology of late Pleistocene large
mammal faunas from the Pannonian basin (Hungary). Bulletin of
Geosciences, 87, 13–19. Available at: https://doi.org/10.3140/bull.
geosci.1282

Kovács, J., Moravcová, M., Újvári, G. & Pintér, A.G. (2012)
Reconstructing the paleoenvironment of East Central Europe in the
Late Pleistocene using the oxygen and carbon isotopic signal of tooth
in large mammal remains. Quaternary International, 276–277,
145–154. Available at: https://doi.org/10.1016/j.quaint.2012.04.009

Kovács, J., Fábián, S.Á., Schweitzer, F. & Varga, G. (2007) A relict
sand‐wedge polygon site in north‐central Hungary. Permafrost and
Periglac. Process, 18, 379–384.

Kuzmin, Y.V. (2010) Extinction of the woolly mammoth (Mammuthus
primigenius) and woolly rhinoceros (Coelodonta antiquitatis) in
Eurasia: Review of chronological and environmental issues. Boreas,
39, 247–261. Available at: https://doi.org/10.1111/j.1502-3885.
2009.00122.x

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

1168 JOURNAL OF QUATERNARY SCIENCE

https://doi.org/10.1007/s12542-011-0098-9
https://doi.org/10.1016/j.quascirev.2010.02.013
https://doi.org/10.1016/j.quascirev.2010.02.013
https://doi.org/10.1006/qres.1997.1927
https://doi.org/10.1016/j.quascirev.2011.02.010
https://doi.org/10.1016/j.quascirev.2011.02.010
https://doi.org/10.1016/j.quaint.2010.05.002
https://doi.org/10.1016/0167-7012(90)90035-5
https://doi.org/10.1016/0167-7012(90)90035-5
https://doi.org/10.1126/science.aac4315
https://doi.org/10.1016/j.quaint.2014.11.028
https://doi.org/10.1016/S0012-821X(03)00514-4
https://doi.org/10.1016/S0012-821X(03)00514-4
https://doi.org/10.1111/bor.12046
https://doi.org/10.1556/comec.11.2010.2.2
https://doi.org/10.1016/j.palaeo.2007.12.011
https://doi.org/10.1016/j.palaeo.2007.12.011
https://doi.org/10.1006/qres.2000.2207
https://doi.org/10.1006/qres.2000.2207
https://doi.org/10.1007/s12520-022-01532-3
https://doi.org/10.1016/j.quascirev.2009.08.010
https://doi.org/10.1016/j.quascirev.2013.01.012
https://doi.org/10.1016/j.quascirev.2013.01.012
https://doi.org/10.1016/j.quascirev.2008.07.013
https://doi.org/10.3140/bull.geosci.1282
https://doi.org/10.3140/bull.geosci.1282
https://doi.org/10.1016/j.quaint.2012.04.009
https://doi.org/10.1111/j.1502-3885.2009.00122.x
https://doi.org/10.1111/j.1502-3885.2009.00122.x


Lazarev, P.A. & Tirskaya, N.V. (1975). In Palinologicheskie materialy k
stratigrafii osadochnykh otlozhenii Yakutii (Palynological Materials
on the Stratigraphy of Sedimentation Rocks in Yakutia), Yakutsk:
Yakutsk. Fil. Sib. Otd. Akad. Nauk SSSR, 66–72.

Lóki, J., Sümegi, P., Félegyházi, E. & Hertelendi, E. (1995) A Kolon‐tó
fenékiszapjába mélyített fúrás rétegsoranak szedimentológiai, polle-
nanalitikai és malakofunisztikai elemzése (Sedimentological, pollen
analytical and mollusc analyses of Kolon Lake). Acta Geogr.
Debrecina, 33, 93e115 (in Hungarian with English summary).

Magyari, E.K., Gasparik, M., Major, I., Lengyel, G., Pál, I., Virág, A.
et al. (2022) Mammal extinction facilitated biome shift and human
population change during the last glacial termination in East‑Central
Europe. Scientific Reports, 12, 6796. Available at: https://doi.org/10.
1038/s41598-022-10714-x

Magyari, E.K., Pál, I., Vincze, I., Veres, D., Jakab, G., Braun, M. et al.
(2019) Warm Younger Dryas summers and early late glacial spread of
temperate deciduous trees in the Pannonian Basin during the last glacial
termination (20‐9 kyr cal BP). Quaternary Science Reviews, 225,
105980. Available at: https://doi.org/10.1016/j.quascirev.2019.105980

Magyari, E.K., Veres, D., Wennrich, V., Wagner, B., Braun, M., Jakab,
G. et al. (2014) Vegetation and environmental responses to climate
forcing during the Last Glacial Maximum and deglaciation in the
East Carpathians: Attenuated response to maximum cooling and
increased biomass burning. Quaternary Science Reviews, 106,
278–298. Available at: https://doi.org/10.1016/j.quascirev.2014.
09.015

Major, I., Futó, I., Dani, J., Cserpák‐Laczi, O., Gasparik, M., Jull, A.J.T.
et al. (2019) Assessment and Development of Bone Preparation for
Radiocarbon Dating at HEKAL. Radiocarbon, 61, 1551–1561.
Available at: https://doi.org/10.1017/rdc.2019.60

Markó, A. (2018) Use of obsidian in the Epigravettian period.
Archaeometriai Műhely/Archaeometry Workshop, 15/3, 259–276.

Mihlbachler, M.C., Rivals, F., Solounias, N. & Semprebon, G.M.
(2011) Dietary change and evolution of horses in North America.
Science, 331(6021), 1178–1181.

Molnár, M., Rinyu, L., Janovics, R., Major, I. & Veres, M. (2012)
Introduction of the new AMS C‐14 laboratory in Debrecen.
Archeometriai Műhely, 9(3), 147–160.

Pandolfi, L. & Tagliacozzo, A. (2015) Stephanorhinus hemitoechus
(Mammalia, Rhinocerotidae) from the Late Pleistocene of Valle
Radice (Sora, Central Italy) and re‐evaluation of the morphometric
variability of the species in Europe. Geobios, 48, 169–191.
Available at: https://doi.org/10.1016/j.geobios.2015.02.002

Pazonyi, P. (2011) Palaeoecology of Late Pliocene and Quaternary
mammalian communities in the Carpathian Basin. Acta Zoologica
Cracoviensia ‐ Series A: Vertebrata, 54, 1–32. Available at: https://
doi.org/10.3409/azc.54a_1-2.01-29

Pazonyi, P. (2004) Mammalian ecosystem dynamics in the Carpathian
Basin during the last 27,000 years. Palaeogeography, Palaeoclima-
tology, Palaeoecology, 212, 295–314. Available at: https://doi.org/
10.1016/j.palaeo.2004.06.008

Pushkina, D., Juha, S., Reinhard, Z. & Bocherens, H. (2020) Stable
isotopic and mesowear reconstructions of paleodiet and habitat of
the Middle and Late Pleistocene mammals in south‐western
Germany. Quatenary Science Reviews, 227, 06026. Available at:
https://doi.org/10.1016/j.quascirev.2019.106026

Rabanus‐wallace, M.T., Wooller, M.J., Zazula, G.D., Shute, E., Jahren,
A.H., Kosintsev, P. et al. (2017) Megafaunal isotopes reveal role of
increased moisture on rangeland during late Pleistocene extinctions.
Nature ecology & evolution, 1, 125. Available at: https://doi.org/10.
1038/s41559-017-0125

Reimer, P.J., Austin, W.E.N., Bard, E., Bayliss, A., Blackwell, P.G.,
Bronk Ramsey, C. et al. (2020) The IntCal20 Northern Hemi-
sphere Radiocarbon Age Calibration Curve (0‐55 cal kBP).
Radiocarbon, 62, 725–757. Available at: https://doi.org/10.
1017/RDC.2020.41

Rey‐Iglesia, A., Lister, A.M., Stuart, A.J., Bocherens, H., Szpak, P.,
Willerslev, E. et al. (2021) Late Pleistocene paleoecology
and phylogeography of woolly rhinoceroses. Quaternary Science
Reviews, 263, 106993. Available at: https://doi.org/10.1016/j.
quascirev.2021.106993

Richards, M.P. & Hedges, R.E.M. (2003) Variations in bone collagen δ13C
and δ15N values of fauna from Northwest Europe over the last 40 000

years. Palaeogeography, Palaeoclimatology, Palaeoecology, 193,
261–267. Available at: https://doi.org/10.1016/S0031-0182(03)00229-3

Rivals, F., Mihlbachler, M.C., Solounias, N., Mol, D., Semprebon,
G.M., de Vos, J. et al. (2010) Palaeoecology of the Mammoth Steppe
fauna from the late Pleistocene of the North Sea and Alaska:
Separating species preferences from geographic influence in
paleoecological dental wear analysis. Palaeogeography, Palaeocli-
matology, Palaeoecology, 286, 42–54. Available at: https://doi.org/
10.1016/j.palaeo.2009.12.002

Ruszkiczay‐Rüdiger, Z. & Kern, Z. (2016) Permafrost or seasonal frost? A
review of paleoclimate proxies of the last glacial cycle in the East
Central European lowlands. Quaternary International, 415, 241–252.
Available at: https://doi.org/10.1016/j.quaint.2015.07.027

Schreve, D., Howard, A., Currant, A., Brooks, S., Buteux, S., Coope, R.
et al. (2013) A Middle Devensian woolly rhinoceros (Coelodonta
antiquitatis) from Whitemoor Haye Quarry, Staffordshire (UK):
palaeoenvironmental context and significance: MIDDLE DEVEN-
SIAN WOOLLY RHINOCEROS FROM STAFFORDSHIRE, UK.
Journal of Quaternary Science, 28, 118–130. Available at: https://
doi.org/10.1002/jqs.2594

Scott‐Cummings, L. & Albert, R.M. (2007) Phytolith and starch analysis
of Dent Site mammoth teeth calculus. In: Brunswig, R.H. & Pitblado,
B.L. (Eds.) Frontiers in Colorado Paleoindian Archaeology: from the
Dent Site to the Rocky Mountains. University Press of Colorado.
pp. 185–192.

Semprebon, G.M., Godfrey, L.R., Solounias, N., Sutherland, M.R. &
Jungers, W.L. (2004) Can low‐magnification stereomicroscopy
reveal diet? Journal of Human Evolution, 47, 115–144. Available
at: https://doi.org/10.1016/j.jhevol.2004.06.004

Skrzypek, G., Wojtuń, B., Richter, D., Jakubas, D., Wojczulanis‐
Jakubas, K. & Samecka‐Cymerman, A. (2015) Diversification of
Nitrogen Sources in Various Tundra Vegetation Types in the High
Arctic. PLoS One, 10(9), e0136536. Available at: https://doi.org/10.
1371/journal.pone.0136536

Skrzypek, G., Wiśniewski, A. & Grierson, P.F. (2011) How cold was it
for Neanderthals moving to Central Europe during warm phases of
the last glaciation? Quaternary Science Reviews, 30, 481–487.
Available at: https://doi.org/10.1016/j.quascirev.2010.12.018

Solounias, N. & Semprebon, G. (2002) Advances in the Reconstruction
of Ungulate Ecomorphology with Application to Early Fossil Equids.
American Museum Novitates, 3366, 1–49. Available at: https://doi.
org/10.1206/0003-0082(2002)366<0001:AITROU>2.0.CO;2

Stefaniak, K., Stachowicz‐Rybka, R., Borówka, R.K., Hrynowiecka, A.,
Sobczyk, A., Moskal‐del Hoyo, M. et al. (2021) Browsers, grazers or
mix‐feeders? Study of the diet of extinct Pleistocene Eurasian forest
rhinoceros Stephanorhinus kirchbergensis (Jäger, 1839) and woolly
rhinoceros Coelodonta antiquitatis (Blumenbach, 1799).Quaternary
International, 605–606, 192–212. Available at: https://doi.org/10.
1016/j.quaint.2020.08.039

Stevens, R.E. & Hedges, R.E.M. (2004) Carbon and nitrogen stable
isotope analysis of northwest European horse bone and tooth
collagen, 40, 000 BP – present: Palaeoclimatic interpretations.
Quaternary Science Reviews, 23, 977–991. Available at: https://doi.
org/10.1016/j.quascirev.2003.06.024

Stevens, R.E., Jacobi, R., Street, M., Germonpré, M., Conard, N.J.,
Münzel, S.C. et al. (2008) Nitrogen isotope analyses of reindeer
(Rangifer tarandus), 45,000 BP to 9,000 BP: Palaeoenvironmental
reconstructions. Palaeogeography, Palaeoclimatology, Palaeoecology,
262, 32–45. Available at: https://doi.org/10.1016/j.palaeo.2008.01.019

Stuart, A.J. & Lister, A.M. (2012) Extinction chronology of the woolly
rhinoceros Coelodonta antiquitatis in the context of late Quaternary
megafaunal extinctions in northern Eurasia. Quaternary Science
Reviews, 51, 1–17. Available at: https://doi.org/10.1016/j.quascirev.
2012.06.007

Stuart, A.J. & Lister, A.M. (2007) Patterns of Late Quaternary
megafaunal extinctions in Europe and northern Asia. CFS Cour.
Forschungsinstitut Senckenb, 14, 287–297.

Sümegi, P., Gulyás, S., Molnár, D., Sümegi, B.P., Almond, P.C.,
Vandenberghe, J. et al. (2018) New chronology of the best
developed loess/paleosol sequence of Hungary capturing the past
1.1 ma: Implications for correlation and proposed pan‐Eurasian
stratigraphic schemes. Quaternary Science Reviews, 191, 144–166.
Available at: https://doi.org/10.1016/j.quascirev.2018.04.012

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

MULTIDISCIPLINARY STUDY OF A LATE PLEISTOCENE WOOLLY RHINOCEROS 1169

https://doi.org/10.1038/s41598-022-10714-x
https://doi.org/10.1038/s41598-022-10714-x
https://doi.org/10.1016/j.quascirev.2019.105980
https://doi.org/10.1016/j.quascirev.2014.09.015
https://doi.org/10.1016/j.quascirev.2014.09.015
https://doi.org/10.1017/rdc.2019.60
https://doi.org/10.1016/j.geobios.2015.02.002
https://doi.org/10.3409/azc.54a_1-2.01-29
https://doi.org/10.3409/azc.54a_1-2.01-29
https://doi.org/10.1016/j.palaeo.2004.06.008
https://doi.org/10.1016/j.palaeo.2004.06.008
https://doi.org/10.1016/j.quascirev.2019.106026
https://doi.org/10.1038/s41559-017-0125
https://doi.org/10.1038/s41559-017-0125
https://doi.org/10.1017/RDC.2020.41
https://doi.org/10.1017/RDC.2020.41
https://doi.org/10.1016/j.quascirev.2021.106993
https://doi.org/10.1016/j.quascirev.2021.106993
https://doi.org/10.1016/S0031-0182(03)00229-3
https://doi.org/10.1016/j.palaeo.2009.12.002
https://doi.org/10.1016/j.palaeo.2009.12.002
https://doi.org/10.1016/j.quaint.2015.07.027
https://doi.org/10.1002/jqs.2594
https://doi.org/10.1002/jqs.2594
https://doi.org/10.1016/j.jhevol.2004.06.004
https://doi.org/10.1371/journal.pone.0136536
https://doi.org/10.1371/journal.pone.0136536
https://doi.org/10.1016/j.quascirev.2010.12.018
https://doi.org/10.1206/0003-0082(2002)366%3C0001:AITROU%3E2.0.CO;2
https://doi.org/10.1206/0003-0082(2002)366%3C0001:AITROU%3E2.0.CO;2
https://doi.org/10.1016/j.quaint.2020.08.039
https://doi.org/10.1016/j.quaint.2020.08.039
https://doi.org/10.1016/j.quascirev.2003.06.024
https://doi.org/10.1016/j.quascirev.2003.06.024
https://doi.org/10.1016/j.palaeo.2008.01.019
https://doi.org/10.1016/j.quascirev.2012.06.007
https://doi.org/10.1016/j.quascirev.2012.06.007
https://doi.org/10.1016/j.quascirev.2018.04.012


Sümegi, P., Gulyás, S., Persaits, G., GergelyPáll, D. & Molnár, D.
(2011) The loess‐paleosol sequence of Basaharc (Hungary) revisited:
Mollusc‐based paleoecological results for the Middle and Upper
Pleistocene. Quaternary International, 240, 181–192. Available at:
https://doi.org/10.1016/j.quaint.2011.05.005

Sümegi, P. (2005) Loess and Upper Paleolithic Environment in
Hungary: an Introduction to the Environmental History of Hungary.
Aurea Kiado, Nagykovacsi, Hungary.

Tiunov, A.V. & Kirillova, I.V. (2010) Stable isotope (13C/12C and15N/
14N) composition of the woolly rhinocerosCoelodonta antiquitatis-
horn suggests seasonal changes in the diet: Isotope composition of
woolly rhinoceros horn. Rapid Communications in Mass Spectro-
metry, 24, 3146–3150.

Tütken, T., Vennemann, T.W., Janz, H. & Heizmann, E.P.J. (2006)
Palaeoenvironment and palaeoclimate of the Middle Miocene lake
in the Steinheim basin, SW Germany: A reconstruction from C, O,
and Sr isotopes of fossil remains. Palaeogeography, Palaeoclimatol-
ogy, Palaeoecology, 241, 457–491. Available at: https://doi.org/10.
1016/j.palaeo.2006.04.007

Újvári, G., Stevens, T., Molnár, M., Demény, A., Lambert, F.,
Varga, G. et al. (2017) Coupled European and Greenland last
glacial dust activity driven by North Atlantic climate. Proc. Natl.

Acad. Sci. U. S. A. 114, E10632–E10638. https://doi.org/10.
1073/pnas.1712651114

van der Made, J. & Grube, R. (2010) The rhinoceros from Neumark‐
Nord and their nutrition. In: Höhne D. & Schwarz, W. (Eds.)
Elefantentreich ‐ Eine Fossilwelt in Europa. Halle: Landesamt für
Denkmalpflege und Archälogie Sachsen‐Anhalt & Landesmuseum
für Vorgeschichte, pp. 383–394.

Uzunidis, A., Antoine, P.‐O. & Brugal, J.P. (2022) A Middle
Pleistocene Coelodonta antiquitatis praecursor (Mammalia, Perisso-
dactyla) from Les Rameaux, SW France, and a revised phylogeny of
Coelodonta. Quaternary Science Reviews, 288, 107594.

Varsányi, I., Palcsu, L. & Kovács, L.Ó. (2011) Groundwater flow
system as an archive of palaeotemperature: Noble gas, radiocarbon,
stable isotope and geochemical study in the Pannonian Basin,
Hungary. Applied Geochemistry, 26, 91–104. Available at: https://
doi.org/10.1016/j.apgeochem.2010.11.006

Vörös, I. (2000) Hunted mammals from the Gravettian campsite
Bodrogkeresztúr‐Henye. In: Dobosi, V.T. (Ed.) Bodrogkeresztúr‐
Henye (NE Hungary) Upper Palaeolithic Site. Budapest: Magyar
Nemzeti Múzeum. pp. 113–186.

Walter, H. & Box, E. (1976) Global classification of natural terrestrial
ecosystems. Vegetatio, 32(2), 75–81.

© 2023 John Wiley & Sons, Ltd. J. Quaternary Sci., Vol. 38(7) 1159–1170 (2023)

1170 JOURNAL OF QUATERNARY SCIENCE

https://doi.org/10.1016/j.quaint.2011.05.005
https://doi.org/10.1016/j.palaeo.2006.04.007
https://doi.org/10.1016/j.palaeo.2006.04.007
https://doi.org/10.1073/pnas.1712651114
https://doi.org/10.1073/pnas.1712651114
https://doi.org/10.1016/j.apgeochem.2010.11.006
https://doi.org/10.1016/j.apgeochem.2010.11.006

	Multi-disciplinary study of a late Pleistocene woolly rhinoceros found in the Pannonian Basin and implications for the contemporaneous palaeoenvironment
	Introduction
	Materials and methods
	Results
	Results of the palaeontological and dental analyses of the rhinoceros
	Results of radiocarbon and stable isotope analyses of the osseous samples

	Discussion
	Palaeontological implications for the specimen based on the dental and stable isotope results
	Environmental implications for the Pécel site based on the dental and stable isotope results

	Conclusions
	Acknowledgements
	Author contributions
	Data availability statement
	Supporting information
	References




