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ABSTRACT
Background: Large-scale changes in habitat conditions due to human modifications
and climate change require management practices to consider how species
communities can alter amidst these changes. Understanding species interactions
across the gradient of space, anthropogenic pressure, and season provide the
opportunity to anticipate possible dynamics in the changing scenarios. We studied
the interspecific interactions of carnivore species in a high-altitude ecosystem over
seasonal (summer and winter) and resource gradients (livestock grazing) to assess the
impact of changing abiotic and biotic settings on coexistence.
Methods: The study was conducted in the Upper Bhagirathi basin, Western
Himalaya, India. We analyzed around 4 years of camera trap monitoring data to
understand seasonal spatial and temporal interactions of the snow leopard with
common leopard and woolly wolf were assessed in the greater and trans-Himalayan
habitats, respectively. We used two species occupancy models to assess spatial
interactions, and circadian activity patterns were used to assess seasonal temporal
overlap amongst carnivores. In addition, we examined scats to understand the
commonalities in prey selection.
Results: The result showed that although snow leopard and wolves depend on the
same limited prey species and show high temporal overlap, habitat heterogeneity and
differential habitat use facilitate co-occurrence between these two predators. Snow
leopard and common leopard were spatially independent in the summer. Conversely,
the common leopard negatively influences the space use of snow leopard in the
winter. Limited prey resources (lack of livestock), restricted space (due to snow
cover), and similar activity patterns in winter might result in strong competition,
causing these species to avoid each other on a spatial scale. The study showed that in
addition to species traits and size, ecological settings also play a significant role in
deciding the intensity of competition between large carnivores. Climate change and
habitat shifts are predicted to increase the spatial overlap between snow leopard and
co-predators in the future. In such scenarios, wolves and snow leopards may coexist
in a topographically diverse environment, provided sufficient prey are available.
However, shifts in tree line might lead to severe competition between common
leopards and snow leopards, which could be detrimental to the latter. Further
monitoring of resource use across abiotic and biotic environments may improve our
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understanding of how changing ecological conditions can affect resource partitioning
between snow leopards and predators.

Subjects Biodiversity, Conservation Biology, Ecology
Keywords Common leopard, Woolly wolf, Occupancy, Interspecific interactions, Temporal
overlap, Scat analysis

INTRODUCTION
Carnivore species exhibit strong antagonistic interactions, and their distribution is often
regulated by interspecies competition (Donadio & Buskirk, 2006; Fisher et al., 2013;
Santulli et al., 2014). Partitioning across multidimensional niches (e.g., space, activity, and
diet) reduces exploitative competition and the likelihood of interspecies encounters
(Karanth & Sunquist, 1995; Dröge et al., 2017). If unable to do so, increased competition
among species may lead to the exclusion of weaker competitors, possibly leading to local
extinction (Pimm, 1991; Rettelbach et al., 2013) with a cascading effect on ecosystem
stability (Borrvall, Ebenman & Tomas Jonsson, 2000). Increasing evidence suggests that
anthropogenic influences such as habitat fragmentation and habitat alterations intensify
carnivore competition (Lewis et al., 2015; Cruz et al., 2018; Smith et al., 2018). For example,
a study conducted by Parsons et al. (2019) on carnivore interactions across the urban
gradient found that fragmentation leads to higher levels of spatial interaction. A similar
analysis of niche partitioning along the gradient of human disturbance in North America
featuring sympatric apex and mesocarnivores revealed that humans alter resource
niches, influencing competitive interactions (Manlick & Pauli, 2020). Future climate
change can further exacerbate the negative interspecies interactions (Rubidge et al., 2011;
Ockendon et al., 2014) and can have a detrimental impact on species status. For example,
Cunningham, Rissler & Apodaca (2009) showed that under stressful environmental
conditions salamanders lost biomass influencing the competitive abilities of adults.
Similarly, a study across the climate gradient showed that martens and fishers were
allopatric in the wetter region but sympatric in the drier environment (Zielinski, Tucker &
Rennie, 2017).

A variety of factors determine the level of competition between species. Body size
appears to be the most crucial factor in interspecies killing probability in carnivores
(Donadio & Buskirk, 2006). The perceived risk of exploitative competition is likely to incur
costs, such as lower activity, decreased foraging rate or efficiency, or greater use of refugia
(Pauli et al., 2022). Interactions between species with similar dietary niches exhibit
high levels of interference competition (Pauli et al., 2022). Antagonistic interactions are
partially pronounced in species with similar traits, evolutionary relatedness, or species
belonging to the same family (Donadio & Buskirk, 2006). Additionally, owing to huge
variations in landscape features and resource abundance, species interactions and the
associated behaviour may also vary seasonally (Torretta et al., 2016; Finnegan et al., 2021).

High-altitude ecosystems of Asia are fragile, understudied, and threatened by habitat
loss, prey depletion, poaching, and retaliatory killing (Snow Leopard Network, 2014;
McCarthy et al., 2017). Human population growth and economic development are
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escalating the extent to which these activities result in habitat fragmentation and
degradation (Li et al., 2016). Additionally, global climate change is expected to exacerbate
the problems that high-altitude species endure by decreasing the total available habitat
and increasing the distance between appropriate habitat patches (Diaz, Grosjean &
Graumlich, 2003; Forrest et al., 2012). Snow leopard (Panthera uncia), an apex predator
endemic to Asia’s high ranges, mostly inhabits the alpine zone at 3,000–5,000 m, a
climate-sensitive area (Farrington & Li, 2016). Climate-based habitat models for the snow
leopard range suggest a shift in the habitat, particularly in the greater Himalayan region
(Forrest et al., 2012; Lovari et al., 2013a; Aryal et al., 2016). The future survival of
snow leopard in this region largely depends upon the ecological plasticity and adaptive
potential to survive in the changes brought by global warming (Li et al., 2016). One of the
major challenges for snow leopards is expected to be direct or indirect competition for
resources with other carnivores, such as wolves and common leopard. The competition
between these species, however, is still poorly understood.

To address these knowledge gaps, we sought to understand the mechanisms that
facilitate coexistence between snow leopards and co-occurring predators. Snow leopard
habitat in the Himalayan region overlaps with common leopard in its southern
distribution range. The diversity and abundance of prey species are generally low in
high-altitude landscapes; hence, similar-sized carnivores are likely to compete for food
(Karanth et al., 2017; Santos et al., 2019; Jumabay-Uulu et al., 2014). Because both felids
species have comparable body size and morphology (with the common leopard being the
larger species), competitive interactions between both leopards are expected in areas of
geographic overlap (Lovari et al., 2013a). In much of its range, including its northern range
in the Himalayas, the distribution of the snow leopard coincides with that of the woolly
wolf. Due to its size, social living, and generalist behaviour, the woolly wolf is expected
to outcompete the snow leopard (Lovari & Mishra, 2016; Lyngdoh, Habib & Shrotriya,
2020). While competition for prey in snow leopard and wolves has been well studied
(Jumabay-Uulu et al., 2014; Wang et al., 2014; Chetri, Odden & Wegge, 2017), spatial
segregation has not received much attention.

We assessed seasonal co-existence patterns of snow leopard with co-occurring predators
at spatial and temporal scales in the Upper Bhagirathi landscape. The landscape is a tourist
hotspot and grazing grounds for livestock in summer. Grazing does not occur during
winters (November to April), and human presence is relatively low (Pal et al., 2021a; Pal
et al., 2022a; Pal et al., 2022b). For the study, we focused on understanding interaction
under two scenarios: summer (warmer, snow-free, and livestock grazing season) and
winter (cold, snow cover, and nongrazing season) months. Summer indicated snow-free
conditions with more area availability and additional food resource as livestock.
Conversely, space use is limited in winter due to thick snow cover and reduced availability
of prey because there are no livestock on the landscape. It is expected that most agonistic
encounters between predator species occur in seasonal environments when food is
scarce (Palomares & Caro, 1999). In addition to space and temporal patterns, we
investigated the dietary similarity or dissimilarity of snow leopard with other two predators
in their region of co-occurrence. To investigate the influence of habitat conditions and
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resource availability on carnivore interactions, we developed the following hypothesis: (i)
Owing to large size (~35 kg, Hennelly et al., 2017), generalist diet, and pack living habits,
the wolf will negatively influence the space use of snow leopard (body weight: female 25–40
kg, male 45–75 kg; Nowark, 1991; Jackson, 1996). Similarly, (ii) common leopard, (body
weight: female 28–60 kg, male 37–80 kg; Nowark, 1991) owing to its larger size, might
negatively influence the space use of snow leopard. (iii) Competition may intensify
between species in winters due to restricted space and lack of food from human sources
(livestock). The study provides crucial insights into the less studied nature of the snow
leopard and its interlinked relationship with other co-occurring carnivores. Understanding
these processes is critical to delineating important areas for species conservation (Linnell &
Strand, 2000).

MATERIALS AND METHODS
Study area
The study was conducted in the upper catchment of the Bhagirathi River (2,700 to
3,000 m), a tributary of the Ganga also known as the Gangotri landscape (~4,600 km2,
2,700 to 5,000 m). It is located in the northwestern part of the state of Uttarakhand in the
western Himalayan region of India (Fig. 1). The study area comprises of Trans-Himalayan
(Nelang valley) and the greater Himalayan region (Gangotri valley) of Gangotri
National Park, and the surrounding greater Himalayan region (Fig. 1). Monitoring data
based on weather station situated at 3,700 m showed that temperatures range between
−2.3 and 11 �C (2001–2009, Orr et al., 2019). The weather station has recorded a
mean annual winter snowfall of ~546 mm (Bhambri et al., 2011). The area between
2,700–3,000 m altitude is represented by temperate vegetation consisting of Oak
(Quercus spp), rhododendron, Himalayan cypress (Cupressus torulosa) and deodar
(Cedrus deodara). The subalpine zone (3,000–3,600 m) is formed by Betula utilis,
Rhododendron sp., Pinus wallichiana, Taxus wallichiana with intermixed broad-leaved
trees like Kharsu oak (Quercus semecarpifolia). Alpine area of Greater Himalaya consist of
tall, forbes, mixed herbaceous formations, Danthonia grasslands, Kobresia sedge, often
mixed with cushioned species and junipers or rhododendron scrubs (Pusalkar & Singh,
2012). Trans-Himalayan valleys (Nelang valley) consist of steppe scrub vegetation
dominated by Artemisia spp., Astragalus candolleanus, Caragana sp., Hyssopus officinalis,
Oxytropis spp (Pal et al., 2022b). In the Trans-Himalayan region, snow leopard and woolly
wolf are the large predators, and potential wild prey include bharal (Pseudois nayaur),
Tibetan woolly hare (Lepus oiostolus), and Himalayan marmot (Marmota himalayana)
(Pal et al., 2022b). Tibetan argali (Ovis ammon) is rare in the region (Chandola, 2008;
Pal et al., 2021a, 2022b). In the greater Himalayan region, snow leopard co-occurs with
carnivores species such as Himalayan brown bear (Ursus arctos isabellinus) and common
leopard (Panthera pardus) and potential prey species are: bharal, musk deer (Moschus sp.),
Himalayan tahr (Hemitragus jemlahicus), goral (Naemorhedus goral), serow (Capricornis
thar) and sambar (Rusa unicolor).

There are nine major villages in the study area (Fig. 1), all of which are located below the
elevation of 3,000 m. Landscape has one protected area: Gangotri National Park.
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In summer (June to September) livestock are grazed, except in two valleys within the
protected area. Tourism, mountaineering, and pilgrimage attract many visitors between
April and November. The Gangotri National Park remains closed for visitors in winter
(November to April). The northern boundary of the study area forms the international
border with the Tibet region of China. Patrolling camps and small settlements of the
Indo-Tibetan Border Police and other security agencies are present. Analysis of seasonal
anthropogenic pressure in the UBB showed a low presence of humans and associated
activities in winter compared to summer (Pal et al., 2021a). Livestock grazing,
developmental and tourism activities, poaching, and advancement of military
infrastructure are potential threats to species inside and outside protected areas in the
landscape (Chandola, 2008; Bhardwaj, Uniyal & Sanyal, 2010). In addition, studies have
observed notable warming trends in the area that may alter resource availability
(Alexander et al., 2016), threatening the long-term existence of high altitude species in the
region. Glacier retreat has been observed in the Gangotri and Dokriani glaciers (Kumar

Figure 1 Map of study area showing camera trap locations in greater Himalayan region and trans-Himalayan region in the Upper Bhagirathi
basin, Western Himalaya, India. Full-size DOI: 10.7717/peerj.14277/fig-1
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et al., 2008; Dobhal, Gergan & Thayyen, 2004). The increase in taxa such as Juniperus,
Betula, Salix, and Pinus in the high-altitude areas of Gangotri indicates that temperature
and precipitation are increasing in this region (Kar et al., 2002).

Field surveys
This study was conducted with the permission and support of the Uttarakhand Forest
Department (Letter No. 836/5-6, 702/5-6 and 117/5-6). Camera trapping was carried out
using 3 × 3 km grids in different high-altitude valleys of the Upper Bhagirathi basin.
Sampling was carried out between October 2015 andMarch 2019, focusing on two seasons:
summer (May to September) and winter (November to March) (Fig. 2). The length of the
sessions was chosen to maintain consistency in terms of anthropogenic disturbance and
season. Human activities such as grazing, construction, and paramilitary presence
increases in summer (May to September). In contrast, livestock grazing is prohibited
and the area is covered up in snow from November to March (Pal et al., 2022a, 2022b).
Camera traps (C1 Cuddeback, De Pere, WI, USA) were used to assess the seasonal habitat
use of species along a 2,500–5,000 m elevation gradient. Camera traps were deployed
in locations likely to be used by mammals based on signs such as scats and pugmark/
pellets, at a height of approximately 30–45 cm above the ground. Due to logistical
constraints, each camera site could monitored only once per season. Data for summer
2017 (66 sites) and winter 2017–2018 (62 sites) for subalpine and alpine habitats
(2,700–3,500 m) were used to analyze space use overlap between snow leopard and
common leopard. Data for summer 2018 (47 sites) and winter 2018–2019 (43 sites) for the
Trans-Himalayan region (3,200–5,000 m) were used to analyze space use overlap between
snow leopard and woolly wolf.

Data analysis
Spatial co-occurrence
Single-season two-species occupancy in a Bayesian framework was used to determine the
extent to which two sympatric predators simultaneously inhabit an area and whether
co-occurring carnivore species (Trans-Himalaya: woolly wolf; greater Himalaya: common
leopard) affect the site occupancy and detection likelihood of snow leopard. These
conditional co-occurrence modeling methods (1) account for imperfect detection of all
target species; (2) estimate the occupancy of multiple species; and (3) determine whether
the presence of one species influences the occupancy or detection of the other (MacKenzie,
Bailey & Nichols James, 2004). The occurrence of smaller species (here, snow leopard)
is assumed to be dependent on the presence of larger species (here, woolly wolf and
common leopard), but the presence of the larger species is independent of the other species
(Farris et al., 2014). The scale (3 × 3 km) of the present study was much smaller than
the home range size of snow leopard (adult male: 207 km2 ± 63 SD; adult female: 124 km2

± 41 SD, Johansson et al., 2016) and individuals may not be available for capture on
consecutive sampling days. Collapsing survey periods helps reduce overdispersion and
increase temporal independence of detections (Penjor et al., 2022). Therefore, to avoid zero
inflation in the data (i.e., too many non-detections) and increase detection frequency,
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multiple days were pooled as one occasion, an approach commonly used in large carnivore
occupancy analysis (MacKenzie & Royle, 2005; Tobler et al., 2015). Matrices were
developed by pooling 6 days of survey as one occasion in columns and rows consisting of
camera locations. For each observation, ‘1’, ‘0’, or ‘-’ was designated for each observation,
where ‘1’ indicated one or multiple occurrences within the particular occasion, ‘0’
indicated no record and ‘-’ no sampling during those occasions. Multiple photo captures
on one occasion were considered as a single detection. The co-occurrence model includes a
“species interaction factor” (SIF) parameter, a measure of interaction to determine
whether two target species co-occur independently (MacKenzie, Bailey & Nichols James,
2004). A SIF value less than one indicates that the species is less likely than expected to
co-occur with the dominant species (indicating avoidance), whereas a SIF value greater
than one indicates that the species is more likely than expected to co-occur with the
dominant species (indicating attraction). The SIF value equal to one indicates that the two
species occur independently. Analysis was done in R (R Core Team, 2020) using the
package R2Jags (Plummer, 2011). Posterior distributions were estimated by generating
three chains of 1,000 iterations after a burn-in of 10,000 iterations (Davis et al., 2018).
For all parameters, uninformative priors were drawn from a uniform distribution of 0 to 1.
Model convergence was assessed based on visual inspection of chain trace plots and R2

values, where a value closer to 1.0 indicates a more plausible convergence (Davis et al.,

Figure 2 Standard false colour composite map of Upper Bhagirathi basin, Western Himalaya, India showing the sampling locations and
habitat conditions in summer and winter. Full-size DOI: 10.7717/peerj.14277/fig-2
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2018). No covariates were used for this analysis as models with covariates failed to
converge.

Activity pattern
To understand activity patterns, a larger dataset of camera trap monitoring from October
2015–March 2019 was used. The activity was assessed based on the date and time
information on the camera trap photographs, assuming that the number of photographs
taken correlated with carnivore activity levels (Kawanishi, 2002). Repeated captures of
the same individuals on the same occasion were considered as one capture. All the captures
of species in different years were pooled according to the winter and summer seasons to
determine the general activity pattern of the species. The time of capture of species was
first converted into radians to account for the circular distribution of the time of the
day (Meredith & Ridout, 2014). Following that, a non-parametric kernel density function
was used to estimate the daily activity patterns (Ridout & Linkie, 2009). The coefficient
of overlap (D) was used to calculate the activity overlap for the species pairs for each
season. The value ranges from 0 to 1 and indicates the degree of overlap between two
kernel density estimates (i.e., the daily activity patterns of two species compared) (Ridout
& Linkie, 2009). Due to the small sample size, we used the overlap coefficient ‘D1’ as
recommended by Ridout & Linkie (2009). The “overlap” package (Meredith & Ridout,
2014) in R was used for the temporal overlap analyses.

Diet
Scats encountered during camera trap surveys, once per season from June 2015 to July
2019, were opportunistically collected for food habits investigation. In the field, scat
samples were identified based on their size and appearance. Since field misclassification of
scats is common in the focal species (Jumabay-Uulu et al., 2014; Weiskopf, Kachel &
McCarthy, 2016), these were later confirmed using mtDNA analysis. The mtDNA and diet
preference analysis was done as previously described in Pal et al. (2022b). Scats were
oven-dried at 40 �C until no moisture was detected in the centre of the sample (Piggott &
Taylor, 2003). Post drying the samples, only the upper mucosal layer of scat was scraped and
0.2 g was taken for genetic analysis. The remainder was stored in plastic bags with silica
(silica:scat = 4:1) at room temperature for food habit analysis. DNA was extracted using a
QIAamp DNA stool kit (Qiagen, Hilden, Germany), following the Qiagen manual with
slight modifications. Negative control was also run with the samples to check exogenous
DNA contamination. For the amplification of mtDNA carnivore-specific primers 146 bp
long cytochrome b gene, F 50-TATTCTTTATCTGCCT ATACATRCACG-30; R
50-AAACTGCAGCCCCTCAGAATGATATTTGTCCTCA-30 (Farrell, Roman &
Sunquist, 2000); 144 bp long ATP6-DF3; 50-AACGAAAATCTATTCGCCTCT-30; DR1,
50-CCAGTATT TGTTTTGATGTTAGTTG-30 (Chaves et al., 2012); and 12S rRNA,
namely, F 50-AAAAAGCTTCAAACTGGGATTAGATACCCCACTAT-30 and R
50-TGACTGCAGAGGGTGACGGGCGGTGTGT-30 (Kocher et al., 1989) were used.
These primers are known to maximize efficiency even in degraded samples. DNA was
amplified in 10 µL reaction mixture containing 10× PCR buffer that includes 20 mMMgCl2,
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20 mg/ml BSA, 2 mM (each) dNTPs mix, 0.05 mmol primer, 5 U/ml Taq DNA polymerase
(Thermo Fisher Scientific, Vilnius, Lithuania), and distilled water. PCR conditions were
followed by initial denaturation at 95 �C for 3 min, 40 cycles of denaturation at 95 �C for
30 s, annealing at 52 �C (cytb), 55 �C (ATP6) and 60 �C (12 s rRNA) for 45 s, 72� Cfor 55,
and final extension for 10 min at 72 �C. Sequencing of amplified PCR products was first
performed using exonuclease-I and shrimp alkaline phosphatase (Thermo-Scientific Inc.,
Waltham, MA, USA) for the removal of free dNTPs and primer residues. The forward
primer of each fragment was used for the BigDye version 3.1 kit cycle sequencing. Later, the
fragments were washed using sodium acetate to precipitate the DNA, followed by chilled
alcohol. Then, the clean desired DNA fragments were sequenced using Applied BioSystem
Bio-Analyzer 3500 XL. Subsequently, the obtained sequence was examined by searching
BLAST (NCBI, Bethesda, MD, USA) to identify the closest homologous similarity of the
unknown sequence. DNA samples that showed the highest similarity with reference
sequences (NCBI, Bethesda, MD, USA) were considered distinguishable in terms of species
identification.

Scats were washed in running water through a fine 125 mm sieve to ensure that no
digested material passed through the sieve. Indigestible items (hair, feathers, bones, claws,
teeth, chitin remnants of insects, seeds, grasses, and other plant materials) and
human-derived materials (cloth, paper, plastic, and rubber) were collected for further
identification. After drying the derived hair and feather samples in a 40 �C oven for 48 h,
the hair was washed and water mounted for examination under a microscope (40 or 100).
For analysis, we randomly selected 20 hair samples from each scat (Jethva & Jhala, 2003).
We collected wild prey reference hair samples from carcasses found while fieldwork.
We used the database of the Wildlife Institute of India (Bahuguna et al., 2010) and
published reference keys (Oli, 1993) for the species for which reference samples could not
be collected in the field. Color, length, thickness, characteristic medullar configurations,
cortex-to-medulla ratio, and cuticle pattern were used to identify prey (Reynolds &
Aebischer, 1991;Mukherjee, Goyal & Chellam, 1994). Rodent species (with the exception of
the Himalayan marmot) could not be identified as species and were placed in a broad
category as “small prey.”

Genetic confirmation was possible only in 32, 54, and 24 for woolly wolf, snow leopard,
and common leopard, respectively. Since we had a limited number of scats, we could
not study the seasonal food habit and dietary overlap between species. We pooled all the
scats to determine the general pattern of prey consumed by each predator. The frequency
of occurrence (FO) per item as F = n/N, was used to calculate the utilization rate of
different food items, where n is the number of scats with a particular species and N is the
total number of scats analyzed (Karanth & Sunquist, 1995; Bashir et al., 2014).
We subjected the results of the occurrence analysis to resampling using the bootstrap
method. Subsamples equaling the original sample size of scats were iterated 10,000 times
to generate means and bias-corrected 95% confidence intervals for the percentage
frequency of prey items in scats (Mukherjee et al., 2004). When prey differs in size,
utilisation indices, particularly FO, tend to underestimate the share of large prey compared
to small prey (Klare, Kamler & Macdonald, 2011). Therefore, the frequency of occurrence
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of prey species in scats was converted to relative biomass (Karanth & Sunquist, 1995;
Bashir et al., 2014), which provides the best approximation of actual food habits (Klare,
Kamler & Macdonald, 2011). To estimate food intake per prey species, the following
biomass calculations were used:

(i) For snow leopard: Y = 1.980 + 0.035X (Ackerman, Lindzey & Hemker, 1984)

(ii) For woolly wolf: Y = 0.439 + 0.008X, (Weaver, 1993)

(iii) For common leopard: Y = 2.171 − 1.671 exp-0.056X (Chakrabarti et al., 2016)

where Y the biomass of prey consumed to produce a scat, and X the average body weight of
each prey species.

Dietary overlap among carnivore species was evaluated using the niche overlap index
(O) (Pianka, 1973). This index also varies between 0 (complete separation) to 1 (complete
overlap). The Pianka index is calculated using the formula as:

Ojk ¼
Pn

i¼1 pijpikffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiPn
n¼1 p

2
ij

Pn
i¼1 p

2
ik

q

where pij (pik) is the proportion of food category i recorded in the diet of the species j (or k).

RESULTS
Spatial overlap
In the Trans-Himalayan region, the snow leopard was captured on 84 occasions and the
woolly wolf was captured on 22 occasions in summer. Models with habitat variables (slope,
ruggedness, elevation, vegetation index) did not converge; therefore, only the interaction
model was used to understand the relationship. The Species Interaction Factor (SIF) for
woolly wolf and snow leopard was 0.77 (HDI: 0.2 to 1.3) (Fig. 3A). Since this is not
statistically different from one, the model suggests that both species occur independently.
The occupancy of the snow leopard changed only slightly in the presence of the woolly
wolf; occupancy (w) changed from 0.52 ± 0.08 to 0.37 ± 0.1 (Fig. 3A). During the winter,
the snow leopard was captured 57 times and the woolly wolf 48 times. The SIF for the
woolly wolf and snow leopard was 0.64 (HDI: 0.19–1.09), again not statistically different
from one (Fig. 3B). The model suggests that species occur independently and do not
impact the distribution of each other. The presence of snow leopard’s occupancy (w)
changed slightly from 0.51 ± 0.09 to 0.21 ± 0.12 in the presence of woolly wolf (Fig. 3B).

In subalpine and alpine regions, the snow leopard was captured on 29 occasions,
and common leopard was captured on 33 occasions in summer. In winter, the snow
leopard was captured on 57 occasions, and the common leopard was captured on 41
occasions. Models with habitat variable failed to converge, therefore only the interaction
model was used to understand the relationship. During summer, SIF for common leopard
and snow leopard was 0.78 (HDI: 0.03 to 1.65) (Fig. 4A). The interaction factor was
not statistically different from one, suggesting that both species occur independently.
In the presence of common leopard, the occupancy (w) of snow leopard showed minor
change, from 0.22 ± 0.06 to 0.15 ± 0.1. In contrast to summer, SIF for common leopard and
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snow leopard (0.3; HDI: 0.02–0.75) was found significant in winter (Fig. 4B).
The model suggests that individuals of these species occurred together in this area less than
expected. In the presence of common leopard, snow leopard occupancy (w) changed
from 0.47 ± 0.08 to 0.13 ± 0.08 in winters (Fig. 4B).

Figure 3 Results of two species occupancy (woolly wolf and snow leopard) for (A) summer and
(B) winter. psiB[1] is the occupancy of snow leopard if wolf is absent and psiB[2] represent occu-
pancy of snow leopard in the presence of wolf. Full-size DOI: 10.7717/peerj.14277/fig-3
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Diet
For wolves, the undigested matter was present in the following decreasing order: hair
(100%, present in all scats), bone (81.25%), hoof (18.75%), claws (3.12%), feathers (9.75%),
remains of grass (6.25%) and eggshells (6.25%). The mean percentage frequency of
occurrence and relative biomass was highest for bharal, followed by livestock, marmot,
birds, and small prey (Table 1).

Figure 4 Results of two species occupancy (common leopard and snow leopard) for (A) summer and
(B) winter. psiB[1] is the occupancy of snow leopard if common leopard is absent and psiB[2] represent
occupancy of snow leopard in the presence of common leopard.

Full-size DOI: 10.7717/peerj.14277/fig-4
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A total of 54 scats were analyzed for snow leopard collected from greater Himalayan
(39) and Trans-Himalayan regions (15). Only 11.11% of scats had more than one prey
species. The undigested matter was present in the following decreasing order: hair (100%,
present in all scats), bone (59.2%), remains of grass (37.03%), hoof (11.11%), claws (7.4%),
feathers (1.8%) and teeth (1.85%). In the greater Himalayan habitat, the frequency of
occurrence of bharal and livestock was similar, followed by small rodents, musk deer,
Himalayan tahr, Himalayan langur, and birds (Table 2). In Trans-Himalaya, snow leopard
scat analysis indicated a much narrower range of prey: bharal followed by livestock,
marmots, and small prey (rodents and birds) (Table 1).

In common leopard, only two scats out of 24 (4.8%) had more than one prey species.
The undigested matter was present in the following decreasing order: hair (100%,
present in all scats), bone (75%), remains of grass (20.8), hoof (4.16%), claws (8.33%), and

Table 1 Content of 32 woolly wolf and 15 snow leopard scat from trans Himalayan habitat of Upper Bhagirathi basin, Uttarakhand, India.

Prey species Snow leopard Woolly wolf

% Frequency of occurrence (95% CI) % Relative biomass % Frequency of occurrence
(95% CI)

% Relative biomass

Bharal Pseudois nayaur 40 [20–60] 44.93 59 [42–77] 66.34

Livestock 53 [26–80] 42.38 28 [12–43] 19.99

Marmot Marmota himalayana 10 [3–30] 7.85 15 [3–25] 7.67

Bird 6 [0–20] 2.44 13 [3–25] 3.9

Small prey 6 [0–20] 2.4 6 [0–15] 2.1

Note:
The table describes the mean percentage frequency of prey items (with 95% confidence intervals (CI) from bootstrapping), and the estimated % relative biomass of the
prey consumed.

Table 2 Content of 39 snow leopard and 24 common leopard scats from greater Himalayan habitat of Upper Bhagirathi basin, Uttarakhand,
India. The table describes the mean percentage frequency of prey items with 95% confidence intervals (CI) from bootstrapping, estimated % relative
biomass of the prey consumed.

Prey species Snow leopard Common leopard

% Frequency of
occurrence (95% CI)

% Relative biomass % Frequency of
occurrence (95% CI)

% Relative biomass

Bharal Pseudois nayaur 25 [13–4] 32.05 4.17 [0–12] 6.10

Livestock 25 [12–41] 23.76 39.58 [20–59] 42.17

Bird 2 [0–7] 0.96 4.17 [0–12] 1.81

Small prey 23 [10–35] 10.36 29.17 [9–41] 11.12

Musk deer Moschus leucogaster 20 [7–33] 17.32 4.17 [0–12] 4.18

Himalayan Tahr Hemitragus jemlahicus 7 [0–17] 13.08 – –

Himalayan langur Semnopithecus ajax 5 [0–7] 2.48 – –

Goral Naemorhedus goral – – 6.25 [0–15] 8.08

Serow Capricornis sumatraensis thar – – 4.17 [0–12] 6.61

Sambar Rusa unicolor – – 12.5 [0–25] 19.93

Unknown 1 – – –
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teeth (4.16%). Rodents were the most frequently found prey item, followed by livestock
(Table 2). Wild ungulates in the landscape were also found in leopard’s diet (Table 2).
The mean relative biomass was highest for livestock (42.17%), followed by sambar and
rodents. Wild ungulates contribute 44.90% of biomass to the leopard’s diet.

Pianka Index for dietary niche overlap between snow leopard and woolly wolf in the
Trans-Himalayan valley was 0.8, and 0.75 for the snow leopard and common leopard in
the greater Himalayan region.

Activity pattern
In summer, snow leopard showed bimodal activity patterns in both the greater Himalayan
(N = 62) and Trans-Himalayan region (N = 104) (Fig. 5). In winters, a similar bimodal
activity pattern is observed from greater (N = 466) and Trans-Himalayan region (N = 258)
(Fig. 5). In contrast, the common leopard (N = 59) did not show a clear activity pattern
(cathemeral activity pattern) in summer (Fig. 5). In winter (N = 206), the common leopard
showed a bimodal activity pattern with high activity during dawn and dusk (Fig. 5).
The woolly wolves were active throughout the day but showed peak activity during early
morning and mid-night in summers (N = 48) (Fig. 5). In winters (N = 391), wolves showed
a cathemeral activity pattern (Fig. 5). The activity overlap between snow leopard and
common leopard showed 74% overlap in summer and 83% in winters (Fig. 5). In the case
of wolf and snow leopard, the temporal overlap was 74% in summer and 80% in
winter (Fig. 5).

Figure 5 The activity pattern and overlap (grey area) of woolly wolf (WF) and snow leopard (SL) and
common leopard (CL) and snow leopard (SL) in the Upper Bhagirathi Basin, Western Himalaya,
India. Full-size DOI: 10.7717/peerj.14277/fig-5
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DISCUSSION
Activity patterns, space use, and diet are the most commonly used ecological niche axes to
determine the extent of interspecific interaction among species (Rayan & Linkie, 2016).
Environmental changes can affect the distribution of resources and thus determine the
intensity of interactions, yet its role is rarely acknowledged in conservation practices.
Carnivores are particularly vulnerable to such changes. Because of their apex position in
the food chain, carnivores are likely to be more vulnerable to changes in resource
availability and species interactions caused by anthropogenic impacts or climate change
(Rubidge et al., 2011; Ockendon et al., 2014). By examining the seasonal spatial and
temporal interactions of apex predators in a high-altitude landscape, the study provided
insights into the effect of environmental change on species interactions.

Snow leopard and woolly wolf interactions
Our hypothesis on the negative effect of wolves on snow leopard space use was not
supported on spatial scale. Snow leopard and wolf were found to co-occur independently.
Species with similar ecological needs can coexist using different habitat features
(Gause, 1934; MacArthur, 1958). We could not directly account for the effect of
topographic features on co-occurrence patterns, and used the habitat use information (Pal
et al., 2022a, 2022b) to understand habitat preferences and plausible mechanisms of co-
occurrence. An assessment of habitat use over 4 years in the Upper Bhagirathi basin have
shown that snow leopard and woolly wolves differ in their preference for distinct
topographic features. Snow leopard prefer steep terrain (Pal et al., 2022a), a pattern well
documented in other studies (Jackson & Ahlborn, 1989; Chundawat, 1990; Jackson, 1996).
Rugged areas such as cliffs, broken terrain, and overhanging rock faces are considered
important for marking, resting, hunting, and escape shelter for the snow leopard, and the
cursorial hunting mode of wolves is best suited to less rugged terrain (Chetri, Odden &
Wegge, 2017; Pal et al., 2022b; Kachel, Karimov & Wirsing, 2022). Both the predators may
use different habitats to maximise the efficacy of their contrasting hunting modes and
access to prey, or snow leopard may use marginal habitats to avoid interference
interactions with wolves (Lovari et al., 2013a; Kachel, Karimov & Wirsing, 2022).
The preliminary analysis of diet overlap indicated a high overlap between woolly wolves
and snow leopard. Such overlap is likely due to the absence of diverse prey species in the
region. Both snow leopard and woolly wolves in the Trans-Himalayan region are
dependent on bharal, the only wild ungulate found in the area. Even though livestock is
available for four months (June to September), it significantly contributes to the diets of
wolves and snow leopard.

Temporal partitioning is common in carnivore species pairs with distinct dominance
hierarchies (Palomares & Caro, 1999). However, such patterns were lacking in the case of
wolves and snow leopard. During the summer, both species showed similar crepuscular
activity patterns, and both demonstrated minimal activity during peak human activity
hours (see Pal et al., 2021a; Pal et al., 2022b). Snow leopards had a similar crepuscular
activity pattern across the habitat types in both seasons. Radio collar investigations have
also revealed crepuscular activity in snow leopards (Jackson & Ahlborn, 1989; Johansson,
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2017). On the other hand, the wolf does not appear to have a distinct bimodal activity
pattern in winter. Human activity is relatively low in Nelang during the winter, which may
have encouraged wolves to shift their activity to the daytime (Pal et al., 2022b). Conversely,
snow leopard continued to follow the crepuscular activity pattern and showed lesser
overlap with wolves in winter.

Snow leopard and common leopard interactions
Contrary to our expectation, we found snow leopard and common leopard temporarily
and spatially separated during the summer season. However, in the winter, the common
leopard negatively influenced the space use of the snow leopard. Common leopards in the
Upper Bhagirathi basin were photo captured up to 3,500 m (subalpine habitat). Snow
leopards were photographed mainly in alpine habitats, but also in subalpine and
temperate habitats of the basin (2,700–3,500 m). In the summer, snow leopards may move
to higher elevations with less snow and occur independently of common leopard presence.
During winter, seasonal movement is widely documented in prey species of snow
leopard (Schaller, 1998; Anwar & Minhas, 2008; Dendup & Lham, 2018; Pal et al., 2021a,
2021b) which are known to shift to lower elevations due to excessive snowfall. Such
behavior is also expected in snow leopards (following prey species) in the winter season,
where chances of encounters and competition for space increase with common leopard.
In the greater Himalayan region, with a diverse range of species available, snow leopards
and common leopard feed on various wild ungulates. Bharal and musk deer are the
wild prey found common in the diet of both the felids, but the common leopard’s diet was
more diverse than snow leopard. High dietary overlap between snow leopard and common
leopard is primarily due to the high proportion of livestock in the diet of both species.
In the absence of livestock during winter, competition among predators for prey is likely to
increase.

In the greater Himalaya, snow leopard showed the crepuscular activity pattern (similar
to the Trans-Himalayan habitat) in both seasons. It is known that under certain
circumstances carnivores adjust their activities to the availability of prey (Jenny &
Zuberbuhler, 2005; Salvatori et al., 2021). The common leopard showed a similar pattern in
summer, showing diurnal activity which corresponds closely to livestock grazing (see Pal
et al., 2021a). In winter, the common leopard showed a bimodal activity pattern similar to
that of the snow leopard, with a high overlap in activity patterns.

Drivers of intraguild interactions
According to the competitive exclusion principle (Gause, 1934), sympatric predators
should partition dietary, spatial, and/or temporal niche dimensions to achieve some level
of resource independence that allows stable coexistence (Chesson, 2000). Similar dietary
needs and activity patterns between the wolf and snow leopard expect considerable
competition between these species. However, habitat heterogeneity and differences in
habitat use are likely to limit the competition between snow leopard and wolves,
facilitating their co-occurrence in the region. This is consistent with the results of Salvatori
et al. (2021) from Mongolia, which found a similar co-occurrence pattern of snow leopard
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and wolf. A recent study from the Pamir mountains in Tajikistan, conducted at finer scale,
found overlapping temporal and dietary niches, but a differential use of habitat type
between wolves and snow leopard (Kachel, Karimov & Wirsing, 2022). In the case of snow
leopard and common leopard, the negative spatial interaction was limited to scarce
resource season, when livestock is absent, and space available is limited due to heavy snow.
A study on the interaction between two leopard species in the Sagarmatha National Park
showed a high overlap in prey categories and sizes but habitat separation between these
two felids (Lovari, Ventimiglia & Minder, 2013b). We believe that, in our case, limited
prey resources (lack of livestock) and similar activity patterns in winters may result in
intense competition, causing these species to avoid each other on a spatial scale. Melting
snow in the higher elevations in summers opens up rugged and alpine habitats and
ridgelines for snow leopards and other prey species. Heavy snow in higher elevation
locations or the absence of anthropogenic influences in winter cause prey species to
shift/expand to lower elevation places. Such a shift in prey species is likely to promote snow
leopard utilization of low elevation habitat, increasing spatial overlap between the two
leopard species.

Body size appears to be the most crucial determinant of aggressive interaction in
carnivores (Donadio & Buskirk, 2006). In the case of large and small differences, intense
competition is less likely to occur, whereas, at intermediate differences, intraguild killings
are more common (Donadio & Buskirk, 2006). The degree of competition is also
influenced by taxonomic relatedness. Species within a family tend to have high similarities
in life-history traits than species from other families (Gittleman, 1985; Van Valkenburgh,
1991). As a result, competition is expected to be more lethal within than among families
(Donadio & Buskirk, 2006). Furthermore, in seasonal environments, the majority of
agonistic encounters between carnivore species occur when food is scarce (Palomares &
Caro, 1999). We aimed to understand the interactions of large predators under varying
conditions by examining seasonal habitat conditions and prey availability. Wolf and snow
leopard, carnivores belonging to different families, appear to co-occur independently in
summer and winter habitat conditions. Even though they both rely on the same prey
species in the area, the heterogeneous habitat conditions and preference for different
terrain types promote their co-existence. On the contrary, snow and common leopard,
carnivores from the same family, showed contrasting patterns in distinct ecological
settings. Resource-rich seasons allow for minimal competition in terms of prey and
accessible area; however, when resources are scarce, both species appear to compete for
space. In the latter circumstances, a species with dominance and a more adaptive,
broader dietary and spatial niche, such as the common leopard in our case, is likely to
predominate.

It is likely that we may not have detected all possible finer-scale intra-guild carnivore
adaptations. Research with more scat samples can help understand the full spectrum of
diet, seasonality in prey dependence, and competition for prey. The effect of various
topographic features, such as topographic complexity, elevation, and prey availability,
could be conclusively quantified with a larger dataset. Further research is needed to
understand the other factors that can influence intraguild relations, such as the interactive

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 17/26

http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


effect of density thresholds, anthropogenic settings, and the availability and spatial
distribution of feeding resources (Palomares et al., 1996; Karanth et al., 2017; Sivy et al.,
2017). Investigating the interactions of snow leopards with co-predators in various abiotic
and biotic settings can help to provide such understanding.

CONCLUSION
Interspecies interactions among carnivores impact predator fitness, distribution, and
overall community structure. Given the ongoing worldwide extirpation of carnivore guilds
and prey communities (Wolf & Ripple, 2016), as well as the role of anthropogenic
disturbance as a mediator of intraguild interactions (Manlick & Pauli, 2020; Sévêque et al.,
2022), understanding niche partitioning patterns is critical for conservation planning
(Lahkar et al., 2021). Our study showed that the nature and strength of species interactions
are sensitive to varying environmental conditions and resource shifts. Since intra-guild
sympatry among the species can be facilitated by habitat availability and heterogeneity,
delineating such habitat in conservation planning is essential. Furthermore, adequate
prey diversity and availability are crucial for the stable coexistence of the carnivore guild.
These considerations are likely to become more important as intact habitats become
scarce, prey species decline (Powers & Jetz, 2019), and large carnivores are forced into
smaller, more fragmented areas (Wolf & Ripple, 2017). Conservation of entire carnivore
guilds is critical for maintaining the ecological stability of any habitat; thus, preserving
large enough areas with diverse habitats, as well as characterization of species requirements
along different niche dimensions, is crucial. It is especially crucial in the high-altitude,
heterogeneous Himalayan landscape, where the availability of resources is highly seasonal
and vulnerable to human pressure.

Additionally, climate change is expected to reshuffle the ecological communities,
altering resource availability, changing species interactions, and generating novel
interactions (Alexander et al., 2016). Documenting the occurrence of niche partitioning
and determining the mechanistic drivers and interspecific relationships of such
partitioning is essential to understanding the community ecology to forecast the direct and
indirect repercussions of environmental change (Alexander et al., 2016). Recent
climate-based habitat models for the snow leopard range suggest a projected loss of
suitable habitat in the southern range of the species, owing primarily to an upward treeline
shift (Forrest et al., 2012; Lovari et al., 2013a; Aryal et al., 2016). In such scenarios, the
interaction of snow leopards with wolves and common leopards is expected to increase.
Wolves and snow leopards may coexist in a topographically diverse environment if
sufficient prey is available. On the other hand, a shift in tree line habitat may result in
severe competitive interactions between common leopard and snow leopard, which might
prove detrimental to snow leopard. Our initial results indicate that the snow leopard’s
future distribution faces more challenges than habitat loss due to tree line shifts.

ACKNOWLEDGEMENTS
We would like to thank the Director and Dean, Wildlife Institute of India, for their
guidance and support. We would like to thank S Mr. Shrawan Kumar, Mr. N.B. Sharma,

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 18/26

http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Deputy Director, Gangotri National Park, and Mr. Sandeep Kumar, Divisional Forest
Officer, Uttarkashi, for providing necessary support and cooperation. We would like to
thank Raagini Muddaiah, Vinod Rana, Uttam Rana, and Ram Naresh, Neeraj Rawat
for their support in the fieldwork. We are thankful to Anukul Nath and Tapajit
Bhattacharya for their comments and suggestions. We also appreciate the helpful criticism
and recommendations from our reviewers.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
This work was part of a project initiated under the National Mission for Sustaining the
Himalayan Ecosystem (NMSHE) Programme funded Department of Science and
Technology (DST), Government of India, Grant No. DST/SPLICE/CCP/NMSHE/TF-2/
WII/2014/[G]. The funders had no role in study design, data collection and analysis,
decision to publish, or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
National Mission for Sustaining the Himalayan Ecosystem (NMSHE) Programme.
Department of Science and Technology (DST).
Government of India: DST/SPLICE/CCP/NMSHE/TF-2/WII/2014/[G].

Competing Interests
The authors declare that they have no competing interests.

Author Contributions
� Ranjana Pal conceived and designed the experiments, performed the experiments,
analyzed the data, prepared figures and/or tables, and approved the final draft.

� Anshu Panwar performed the experiments, analyzed the data, prepared figures and/or
tables, and approved the final draft.

� Surendra P. Goyal performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

� Sambandam Sathyakumar analyzed the data, authored or reviewed drafts of the article,
and approved the final draft.

Field Study Permissions
The following information was supplied relating to field study approvals (i.e., approving
body and any reference numbers):

Field sampling was approved by Uttarakhand Forest Department (approval numbers:
836/5-6, 702/5-6, 117/5-6).

Data Availability
The following information was supplied regarding data availability:

The raw data are available in the Supplemental Files.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 19/26

http://dx.doi.org/10.7717/peerj.14277#supplemental-information
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Supplemental Information
Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.14277#supplemental-information.

REFERENCES
Ackerman BB, Lindzey FG, Hemker TP. 1984. Cougar food habits in Southern Utah. The Journal

of Wildlife Management 48(1):147 DOI 10.2307/3808462.

Alexander JM, Diez JM, Hart SP, Levine JM. 2016.When climate reshuffles competitors: a call for
experimental macroecology. Trends in Ecology & Evolution 31(11):831–841
DOI 10.1016/j.tree.2016.08.003.

Anwar M, Minhas RA. 2008. Distribution and population status of Himalayan musk deer
(Moschus chrysogaster) in the Machiara National Park, AJ and K. Pakistan Journal of Zoology
40:159–163.

Aryal A, Shrestha UB, Ji W, Ale SB, Shrestha S, Ingty T, Maraseni T, Cockfield G,
Raubenheimer D. 2016. Predicting the distributions of predator (snow leopard) and prey (blue
sheep) under climate change in the Himalaya. Ecology and Evolution 6(12):4065–4075
DOI 10.1002/ece3.2196.

Bahuguna A, Sahajpal V, Goyal SP, Mukherjee SK, Thakur V. 2010. Species identification from
guard hair of selected Indian mammals. Dehradun: Wildlife Institute of India.

Bashir T, Bhattacharya T, Poudyal K, Roy M, Sathyakumar S. 2014. Precarious status of the
Endangered dhole Cuon alpinus in the high elevation Eastern Himalayan habitats of
Khangchendzonga Biosphere Reserve, Sikkim, India. Oryx 48(1):125–132
DOI 10.1017/S003060531200049X.

Bhambri R, Bolch T, Chaujar RK, Kulshreshtha SC. 2011. Glacier changes in the Garhwal
Himalaya, India, from 1968 to 2006 based on remote sensing. Journal of Glaciology
57(203):543–556 DOI 10.3189/002214311796905604.

Bhardwaj M, Uniyal V, Sanyal AK. 2010. Estimating relative abundance and habitat use of
Himalayan blue sheep Pseudois nayaur in Gangotri National Park, Western Himalaya, India.
Galemys: Boletin informativo de la Sociedad Espanola Para la conservaciony estudio de los
mamiferos. Vol. 22. 545–560.

Borrvall C, Ebenman B, Tomas Jonsson TJ. 2000. Biodiversity lessens the risk of cascading
extinction in model food webs. Ecology Letters 3(2):131–136
DOI 10.1046/j.1461-0248.2000.00130.x.

Chakrabarti S, Jhala YV, Dutta S, Qureshi Q, Kadivar RF, Rana VJ. 2016. Adding constraints to
predation through allometric relation of scats to consumption. Journal of Animal Ecology
85(3):660–670 DOI 10.1111/1365-2656.12508.

Chandola S. 2008. Vegetation inventory of cold desert habitat of Nilang Area of Jadh Ganga
Catchment (Uttarkashi) in Garhwal Himalaya. Degree of Doctor of Philosophy in Botany. H.N.
B Garhwal University, Srinagar Garhwal.

Chaves PB, Graeff VG, Lion MB, Oliveira LR, Eizirik E. 2012. DNA barcoding meets molecular
scatology: short mtDNA sequences for standardized species assignment of carnivore
noninvasive samples. Molecular Ecology Resources 12(1):18–35
DOI 10.1111/j.1755-0998.2011.03056.x.

Chesson P. 2000. Mechanisms of maintenance of species diversity. Annual Review of Ecology and
Systematics 31(1):343–366 DOI 10.1146/annurev.ecolsys.31.1.343.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 20/26

http://dx.doi.org/10.7717/peerj.14277#supplemental-information
http://dx.doi.org/10.7717/peerj.14277#supplemental-information
http://dx.doi.org/10.2307/3808462
http://dx.doi.org/10.1016/j.tree.2016.08.003
http://dx.doi.org/10.1002/ece3.2196
http://dx.doi.org/10.1017/S003060531200049X
http://dx.doi.org/10.3189/002214311796905604
http://dx.doi.org/10.1046/j.1461-0248.2000.00130.x
http://dx.doi.org/10.1111/1365-2656.12508
http://dx.doi.org/10.1111/j.1755-0998.2011.03056.x
http://dx.doi.org/10.1146/annurev.ecolsys.31.1.343
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Chetri M, Odden M, Wegge P. 2017. Snow leopard and himalayan wolf: food habits and prey
selection in the Central Himalayas, Nepal. PLOS ONE 12(2):e0170549
DOI 10.1371/journal.pone.0170549.

Chundawat RS. 1990. Habitat selection by a snow leopard in Hemis National Park, India.
In: International Pedigree Book of Snow Leopards. 85–92.

Cruz P, Iezzi ME, De Angelo C, Varela D, Di Bitetti MS, Paviolo A. 2018. Effects of human
impacts on habitat use, activity patterns and ecological relationships among medium and small
felids of the Atlantic Forest. PLOS ONE 13(8):e0200806 DOI 10.1371/journal.pone.0200806.

Cunningham HR, Rissler LJ, Apodaca JJ. 2009. Competition at the range boundary in the slimy
salamander: using reciprocal transplants for studies on the role of biotic interactions in spatial
distributions. Journal of Animal Ecology 78(1):52–62 DOI 10.1111/j.1365-2656.2008.01468.x.

Davis CL, Rich LN, Farris ZJ, Kelly MJ, Di Bitetti MS, Blanco YD, Albanesi S, Farhadinia MS,
Gholikhani N, Hamel S, Harmsen BJ, Wultsch C, Kane MD, Martins Q, Murphy AJ,
Steenweg R, Sunarto S, Taktehrani A, Thapa K, Tucker JM, Whittington J, Widodo FA,
Yoccoz NG, Miller DAW. 2018. Ecological correlates of the spatial co-occurrence of sympatric
mammalian carnivores worldwide. Ecology Letters 21(9):1401–1412 DOI 10.1111/ele.13124.

Dendup P, Lham C. 2018. Winter distribution and poaching of musk deer, Moschus chrysogaster
and Moschus leucogaster in Jigme Dorji National Park, Bhutan. International Journal of
Conservation Science 9:193–198.

Diaz HF, GrosjeanM, Graumlich L. 2003. Climate variability and change in high elevation regions:
past, present & future. Dordrecht, The Netherlands; Boston: Kluwer Academic Publishers.

Dobhal DP, Gergan JT, Thayyen RJ. 2004. Recession and morphogeometrical changes of
Dokriani glacier (1962–1995) Garhwal Himalaya, India. Current Science 86(5):692–696.

Donadio E, Buskirk SW. 2006. Diet, morphology, and interspecific killing in carnivora. The
American Naturalist 167(4):524–536 DOI 10.1086/501033.

Dröge E, Creel S, Becker MS, M’soka J. 2017. Spatial and temporal avoidance of risk within a large
carnivore guild. Ecology and Evolution 7(1):189–199 DOI 10.1002/ece3.2616.

Farrell LE, Roman J, Sunquist ME. 2000. Dietary separation of sympatric carnivores identified by
molecular analysis of scats. Molecular Ecology 9(10):1583–1590
DOI 10.1046/j.1365-294x.2000.01037.x.

Farrington JD, Li J. 2016. Climate change impacts on snow leopard range. In: Snow Leopards.
Cambridge: Academic Press, 85–95.

Farris ZJ, Karpanty SM, Ratelolahy F, Kelly MJ. 2014. Predator-primate distribution, activity, and
co-occurrence in relation to habitat and human activity across fragmented and contiguous
forests in northeastern Madagascar. International Journal of Primatology 35(5):859–880
DOI 10.1007/s10764-014-9786-0.

Finnegan SP, Gantchoff MG, Hill JE, Silveira L, Tôrres NM, Jácomo AT, Uzal A. 2021. “When
the felid’s away, the mesocarnivores play”: seasonal temporal segregation in a neotropical
carnivore guild. Mammalian Biology 101(5):631–638 DOI 10.1007/s42991-021-00110-9.

Fisher JT, Anholt B, Bradbury S, Wheatley M, Volpe JP. 2013. Spatial segregation of sympatric
marten and fishers: the influence of landscapes and species-scapes. Ecography 36(2):240–248
DOI 10.1111/j.1600-0587.2012.07556.x.

Forrest JL, Wikramanayake E, Shrestha R, Areendran G, Gyeltshen K, Maheshwari A,
Mazumdar S, Naidoo R, Thapa GJ, Thapa K. 2012. Conservation and climate change:
assessing the vulnerability of snow leopard habitat to treeline shift in the Himalaya. Biological
Conservation 150(1):129–135 DOI 10.1016/j.biocon.2012.03.001.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 21/26

http://dx.doi.org/10.1371/journal.pone.0170549
http://dx.doi.org/10.1371/journal.pone.0200806
http://dx.doi.org/10.1111/j.1365-2656.2008.01468.x
http://dx.doi.org/10.1111/ele.13124
http://dx.doi.org/10.1086/501033
http://dx.doi.org/10.1002/ece3.2616
http://dx.doi.org/10.1046/j.1365-294x.2000.01037.x
http://dx.doi.org/10.1007/s10764-014-9786-0
http://dx.doi.org/10.1007/s42991-021-00110-9
http://dx.doi.org/10.1111/j.1600-0587.2012.07556.x
http://dx.doi.org/10.1016/j.biocon.2012.03.001
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Gause GF. 1934. Experimental analysis of Vito Volterra’s mathematical theory of the struggle for
existence. Science 79(2036):16–17 DOI 10.1126/science.79.2036.16.b.

Gittleman JL. 1985. Carnivore body size: ecological and taxonomic correlates. Oecologia
67(4):540–554 DOI 10.1007/BF00790026.

Hennelly L, Habib B, Root-Gutteridge H, Palacios V, Passilongo D. 2017. Howl variation across
Himalayan, North African, Indian, and Holarctic wolf clades: tracing divergence in the world’s
oldest wolf lineages using acoustics. Current Zoology 63(3):341–348 DOI 10.1093/cz/zox001.

Jackson RM. 1996. Home range, movements and habitat use of snow leopard (Uncia uncia) in
Nepal. Doctoral dissertation. University of London.

Jackson R, Ahlborn G. 1989. Snow leopards (Panthera uncia) in Nepal: home range and
movements. National Geographic Research 5:161–175.

Jenny D, Zuberbuhler K. 2005. Hunting behaviour in West African forest leopards. African
Journal of Ecology 43(3):197–200 DOI 10.1111/j.1365-2028.2005.00565.x.

Jethva BD, Jhala YV. 2003. Sample size considerations for food habits studies of wolves from scats.
Mammalia 67:589–592 DOI 10.1515/mamm-2003-0415.

Johansson O. 2017. Unveiling the ghost of the mountain; snow leopard ecology and behaviour.
Doctoral Thesis, Faculty of Forest Sciences, Department of Ecology, Uppsala.

Johansson Ö, Rauset GR, Samelius G, McCarthy T, Andrén H, Tumursukh L, Mishra C. 2016.
Land sharing is essential for snow leopard conservation. Biological Conservation 203:1–7
DOI 10.1016/j.biocon.2016.08.034.

Jumabay-Uulu K, Wegge P, Mishra C, Sharma K. 2014. Large carnivores and low diversity of
optimal prey: a comparison of the diets of snow leopards Panthera uncia and wolves Canis lupus
in Sarychat-Ertash Reserve in Kyrgyzstan. Oryx 48(4):529–535
DOI 10.1017/S0030605313000306.

Kachel SM, Karimov K, Wirsing AJ. 2022. Predator niche overlap and partitioning and potential
interactions in the mountains of Central Asia. Journal of Mammalogy. Epub ahead of print 7
April 2022 DOI 10.1093/jmammal/gyac026.

Kar R, Ranhotra PS, Bhattacharyya A, Sekar B. 2002. Vegetation vis-à-vis climate and glacial
fluctuations of the Gangotri Glacier since the last 2000 years. Current Science 82(3):347–351.

Karanth KU, Srivathsa A, Vasudev D, Puri M, Parameshwaran R, Kumar NS. 2017. Spatio-
temporal interactions facilitate large carnivore sympatry across a resource gradient. Proceedings
of the Royal Society B: Biological Sciences 284(1848):20161860 DOI 10.1098/rspb.2016.1860.

Karanth KU, Sunquist ME. 1995. Prey selection by tiger, leopard and dhole in tropical forests. The
Journal of Animal Ecology 64(4):439 DOI 10.2307/5647.

Kawanishi K. 2002. Population status of tigers (Panthera tigris) in a primary rainforest of
Peninsular Malaysia. PhD thesis, University of Florida.

Klare U, Kamler JF, Macdonald DW. 2011. A comparison and critique of different scat-analysis
methods for determining carnivore diet: comparison of scat-analysis methods.Mammal Review
41(4):294–312 DOI 10.1111/j.1365-2907.2011.00183.x.

Kocher TD, Thomas WK, Meyer A, Edwards SV, Pääbo S, Villablanca FX, Wilson AC. 1989.
Dynamics of mitochondrial DNA evolution in animals: amplification and sequencing with
conserved primers. Proceedings of the National Academy of Sciences of the United States of
America 86(16):6196–6200 DOI 10.1073/pnas.86.16.6196.

Kumar K, Dumka RK, Miral MS, Satyal GS, Pant M. 2008. Estimation of retreat rate of Gangotri
glacier using rapid static and kinematic GPS survey. Current Science 94(2):258–262.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 22/26

http://dx.doi.org/10.1126/science.79.2036.16.b
http://dx.doi.org/10.1007/BF00790026
http://dx.doi.org/10.1093/cz/zox001
http://dx.doi.org/10.1111/j.1365-2028.2005.00565.x
http://dx.doi.org/10.1515/mamm-2003-0415
http://dx.doi.org/10.1016/j.biocon.2016.08.034
http://dx.doi.org/10.1017/S0030605313000306
http://dx.doi.org/10.1093/jmammal/gyac026
http://dx.doi.org/10.1098/rspb.2016.1860
http://dx.doi.org/10.2307/5647
http://dx.doi.org/10.1111/j.1365-2907.2011.00183.x
http://dx.doi.org/10.1073/pnas.86.16.6196
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Lahkar D, Ahmed MF, Begum RH, Das SK, Harihar A. 2021. Inferring patterns of sympatry
among large carnivores in Manas National Park—a prey-rich habitat influenced by
anthropogenic disturbances. Animal Conservation 24(4):589–601 DOI 10.1111/acv.12662.

Lewis JS, Bailey LL, VandeWoude S, Crooks KR. 2015. Interspecific interactions between wild
felids vary across scales and levels of urbanization. Ecology and Evolution 5(24):5946–5961
DOI 10.1002/ece3.1812.

Li J, McCarthy TM,Wang H,Weckworth BV, Schaller GB, Mishra C, Lu Z, Beissinger SR. 2016.
Climate refugia of snow leopards in High Asia. Biological Conservation 203:188–196
DOI 10.1016/j.biocon.2016.09.026.

Linnell JDC, Strand O. 2000. Interference interactions, co-existence and conservation of
mammalian carnivores. Diversity and Distributions 6(4):169–176
DOI 10.1046/j.1472-4642.2000.00069.x.

Lovari S, Minder I, Ferretti F, Mucci N, Randi E, Pellizzi B. 2013a. Common and snow leopards
share prey, but not habitats: competition avoidance by large predators? Journal of Zoology
291(2):127–135 DOI 10.1111/jzo.12053.

Lovari S, Mishra C. 2016. Living on the edge: depletion of wild prey and survival of the snow
leopard. In: Snow Leopards. Cambridge: Academic Press, 69–76.

Lovari S, Ventimiglia M, Minder I. 2013b. Food habits of two leopard species, competition,
climate change and upper treeline: a way to the decrease of an endangered species? Ethology
Ecology & Evolution 25(4):305–318 DOI 10.1080/03949370.2013.806362.

Lyngdoh BS, Habib B, Shrotriya S. 2020. Dietary spectrum in Himalayan wolves: comparative
analysis of prey choice in conspecifics across high-elevation rangelands of Asia. Journal of
Zoology 310(1):24–33 DOI 10.1111/jzo.12724.

MacArthur RH. 1958. Population ecology of some warblers of northeastern coniferous forests.
Ecology 39(4):599–619 DOI 10.2307/1931600.

MacKenzie DI, Bailey LL, Nichols James D. 2004. Investigating species co-occurrence patterns
when species are detected imperfectly. Journal of Animal Ecology 73(3):546–555
DOI 10.1111/j.0021-8790.2004.00828.x.

MacKenzie DI, Royle JA. 2005. Designing occupancy studies: general advice and allocating survey
effort. Journal of applied Ecology 42(6):1105–1114 DOI 10.1111/j.1365-2664.2005.01098.x.

Manlick PJ, Pauli JN. 2020. Human disturbance increases trophic niche overlap in terrestrial
carnivore communities. Proceedings of the National Academy of Sciences of the United States of
America 117(43):26842–26848 DOI 10.1073/pnas.2012774117.

McCarthy T, Mallon D, Jackson R, Zahler P, McCarthy K. 2017. Panthera uncia. The IUCN Red
List of Threatened Species 2017: e.T22732A50664030.

Meredith M, Ridout M. 2014. The overlap package. Central R Archive Network Online. Available
at https://kar.kent.ac.uk/id/eprint/41474.

Mukherjee S, Goyal SP, Chellam R. 1994. Standardisation of scat analysis techniques for leopard
(Panthera pardus) in Gir National Park, Western India. Mammalia 58(1):139–144
DOI 10.1515/mamm.1994.58.1.139.

Mukherjee S, Goyal SP, Johnsingh AJT, Pitman MRPL. 2004. The importance of rodents in the
diet of jungle cat (Felis chaus), caracal (Caracal caracal) and golden jackal (Canis aureus) in
Sariska Tiger Reserve, Rajasthan, India. Journal of Zoology 262(4):405–411
DOI 10.1017/S0952836903004783.

Nowark RM. 1991. Walker’s mammals of the world. Vol. II. Fifth Edition. Atlanta: Atlanta Book
Company, 1629.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 23/26

http://dx.doi.org/10.1111/acv.12662
http://dx.doi.org/10.1002/ece3.1812
http://dx.doi.org/10.1016/j.biocon.2016.09.026
http://dx.doi.org/10.1046/j.1472-4642.2000.00069.x
http://dx.doi.org/10.1111/jzo.12053
http://dx.doi.org/10.1080/03949370.2013.806362
http://dx.doi.org/10.1111/jzo.12724
http://dx.doi.org/10.2307/1931600
http://dx.doi.org/10.1111/j.0021-8790.2004.00828.x
http://dx.doi.org/10.1111/j.1365-2664.2005.01098.x
http://dx.doi.org/10.1073/pnas.2012774117
https://kar.kent.ac.uk/id/eprint/41474
http://dx.doi.org/10.1515/mamm.1994.58.1.139
http://dx.doi.org/10.1017/S0952836903004783
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Ockendon N, Baker DJ, Carr JA, White EC, Almond REA, Amano T, Bertram E, Bradbury RB,
Bradley C, Butchart SHM, Doswald N, Foden W, Gill DJC, Green RE, Sutherland WJ,
Tanner EVJ, Pearce-Higgins JW. 2014.Mechanisms underpinning climatic impacts on natural
populations: altered species interactions are more important than direct effects. Global Change
Biology 20(7):2221–2229 DOI 10.1111/gcb.12559.

Oli MK. 1993. A key for the identification of the hair of mammals of a snow leopard (Panthera
uncia) habitat in Nepal. Journal of Zoology 231(1):71–93
DOI 10.1111/j.1469-7998.1993.tb05354.x.

Orr EN, Owen LA, Saha S, Caffee MW. 2019. Rates of rockwall slope erosion in the upper
Bhagirathi catchment, Garhwal Himalaya. Earth Surface Processes and Landforms
44(15):3108–3127 DOI 10.1002/esp.4720.

Pal R, Bhattacharya T, Qureshi Q, Buckland ST, Sathyakumar S. 2021b.Using distance sampling
with camera traps to estimate the density of group-living and solitary mountain ungulates. Oryx
55(5):668–676 DOI 10.1017/S003060532000071X.

Pal R, Panwar A, Goyal SP, Sathyakumar S. 2022b. Space use by woolly wolf Canis lupus chanco
in Gangotri National Park, Western Himalaya, India. Frontiers in Ecology and Evolution
9:782339 DOI 10.3389/fevo.2021.782339.

Pal R, Sutherland C, Qureshi Q, Sathyakumar S. 2022a. Landscape connectivity and population
density of snow leopards across a multi-use landscape in Western Himalaya. Animal
Conservation 25(3):414–426 DOI 10.1111/acv.12754.

Pal R, Thakur S, Arya S, Bhattacharya T, Sathyakumar S. 2021a. Mammals of the Bhagirathi
basin, Western Himalaya: understanding distribution along spatial gradients of habitats and
disturbances. Oryx 55(5):657–667 DOI 10.1017/S0030605319001352.

Palomares F, Caro TM. 1999. Interspecific killing among mammalian carnivores. The American
Naturalist 153(5):492–508 DOI 10.1086/303189.

Palomares F, Ferreras P, Fedriani JM, Delibes M. 1996. Spatial relationships between iberian lynx
and other carnivores in an Area of South-Western Spain. The Journal of Applied Ecology 33(1):5
DOI 10.2307/2405010.

Parsons AW, Rota CT, Forrester T, Baker-Whatton MC, McShea WJ, Schuttler SG,
Millspaugh JJ, Kays R. 2019. Urbanization focuses carnivore activity in remaining natural
habitats, increasing species interactions. Journal of Applied Ecology 56(8):1894–1904
DOI 10.1111/1365-2664.13385.

Pauli JN, Manlick PJ, Tucker JM, Smith GB, Jensen PG, Fisher JT. 2022. Competitive overlap
between martens Martes americana and Martes caurina and fishers Pekania pennanti: a range
wide perspective and synthesis. Mammal Review 52(3):392–409 DOI 10.1111/mam.12284.

Penjor U, Astaras C, Cushman SA, Kaszta Ż, Macdonald DW. 2022. Contrasting effects of
human settlement on the interaction among sympatric apex carnivores. Proceedings of the Royal
Society B: Biological Sciences 289(1973):20212681 DOI 10.1098/rspb.2021.2681.

Pianka ER. 1973. The structure of lizard communities. Annual Review of Ecology and Systematics
4(1):53–74 DOI 10.1146/annurev.es.04.110173.000413.

Piggott MP, Taylor AC. 2003. Remote collection of animal DNA and its applications in
conservation management and understanding the population biology of rare and cryptic species.
Wildlife Research 30(1):1 DOI 10.1071/WR02077.

Pimm SL. 1991. The balance of nature? New York: Harper and Row.

Plummer M. 2011. JAGS version 3.3.0 user manual. Available at http://iweb.dl.sourceforge.net/
project/mcmc-jags/Manuals/3.x/jags_user_manual.pdf.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 24/26

http://dx.doi.org/10.1111/gcb.12559
http://dx.doi.org/10.1111/j.1469-7998.1993.tb05354.x
http://dx.doi.org/10.1002/esp.4720
http://dx.doi.org/10.1017/S003060532000071X
http://dx.doi.org/10.3389/fevo.2021.782339
http://dx.doi.org/10.1111/acv.12754
http://dx.doi.org/10.1017/S0030605319001352
http://dx.doi.org/10.1086/303189
http://dx.doi.org/10.2307/2405010
http://dx.doi.org/10.1111/1365-2664.13385
http://dx.doi.org/10.1111/mam.12284
http://dx.doi.org/10.1098/rspb.2021.2681
http://dx.doi.org/10.1146/annurev.es.04.110173.000413
http://dx.doi.org/10.1071/WR02077
http://iweb.dl.sourceforge.net/project/mcmc-jags/Manuals/3.x/jags_user_manual.pdf
http://iweb.dl.sourceforge.net/project/mcmc-jags/Manuals/3.x/jags_user_manual.pdf
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Powers RP, Jetz W. 2019. Global habitat loss and extinction risk of terrestrial vertebrates under
future land-use-change scenarios. Nature Climate Change 9(4):323–329
DOI 10.1038/s41558-019-0406-z.

Pusalkar PK, Singh DK. 2012. Flora of gangotri national park, Western Himalaya, India. Calcutta:
BSI, 92–93.

R Core Team. 2020. R: a language and environment for statistical computing. Vienna: R
Foundation for Statistical Computing. Available at https://www.R-project.org/.

Rayan DM, Linkie M. 2016.Managing conservation flagship species in competition: tiger, leopard
and dhole in Malaysia. Biological Conservation 204(1):360–366
DOI 10.1016/j.biocon.2016.11.009.

Rettelbach A, Kopp M, Dieckmann U, Hermisson J. 2013. Three modes of adaptive speciation in
spatially structured populations. The American Naturalist 182(6):E215–E234
DOI 10.1086/673488.

Reynolds JC, Aebischer NJ. 1991. Comparison and quantification of carnivore diet by faecal
analysis: a critique, with recommendations, based on a study of the Fox Vulpes vulpes.Mammal
Review 21(3):97–122 DOI 10.1111/j.1365-2907.1991.tb00113.x.

Ridout MS, Linkie M. 2009. Estimating overlap of daily activity patterns from camera trap data.
Journal of Agricultural, Biological, and Environmental Statistics 14(3):322–337
DOI 10.1198/jabes.2009.08038.

Rubidge EM, Monahan WB, Parra JL, Cameron SE, Brashares JS. 2011. The role of climate,
habitat, and species co-occurrence as drivers of change in small mammal distributions over the
past century: drivers of change in chipmunk distributions. Global Change Biology 17(2):696–708
DOI 10.1111/j.1365-2486.2010.02297.x.

Salvatori M, Tenan S, Oberosler V, Augugliaro C, Christe P, Groff C, Krofel M,
Zimmermann F, Rovero F. 2021. Co-occurrence of snow leopard, wolf and Siberian ibex under
livestock encroachment into protected areas across the Mongolian Altai. Biological Conservation
261(3):109294 DOI 10.1016/j.biocon.2021.109294.

Santos F, Carbone C, Wearn OR, Rowcliffe JM, Espinosa S, Lima MGM, Ahumada JA,
Gonçalves ALS, Trevelin LC, Alvarez-Loayza P, SpironelloWR, Jansen PA, Juen L, Peres CA.
2019. Prey availability and temporal partitioning modulate felid coexistence in Neotropical
forests. PLOS ONE 14(3):e0213671 DOI 10.1371/journal.pone.0213671.

Santulli G, Palazón S, Melero Y, Gosálbez J, Lambin X. 2014. Multi-season occupancy analysis
reveals large scale competitive exclusion of the critically endangered European mink by the
invasive non-native American mink in Spain. Biological Conservation 176:21–29
DOI 10.1016/j.biocon.2014.05.002.

Schaller GB. 1998. Wildlife of the Tibetan steppe. Chicago, IL: University of Chicago Press.

Sévêque A, Gentle LK, Vicente López-Bao J, Yarnell RW, Uzal A. 2022. Impact of human
disturbance on temporal partitioning within carnivore communities. Mammal Review
52(1):67–81 DOI 10.1111/mam.12265.

Sivy KJ, Pozzanghera CB, Grace JB, Prugh LR. 2017. Fatal attraction? Intraguild facilitation and
suppression among predators. The American Naturalist 190(5):663–679 DOI 10.1086/693996.

Smith JA, Thomas AC, Levi T, Wang Y, Wilmers CC. 2018. Human activity reduces niche
partitioning among three widespread mesocarnivores. Oikos 127(6):890–901
DOI 10.1111/oik.04592.

Snow Leopard Network. 2014. Snow leopard survival strategy. Seattle: Snow Leopard Network.
Available at https://snowleopardconservancy.org.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 25/26

http://dx.doi.org/10.1038/s41558-019-0406-z
https://www.R-project.org/
http://dx.doi.org/10.1016/j.biocon.2016.11.009
http://dx.doi.org/10.1086/673488
http://dx.doi.org/10.1111/j.1365-2907.1991.tb00113.x
http://dx.doi.org/10.1198/jabes.2009.08038
http://dx.doi.org/10.1111/j.1365-2486.2010.02297.x
http://dx.doi.org/10.1016/j.biocon.2021.109294
http://dx.doi.org/10.1371/journal.pone.0213671
http://dx.doi.org/10.1016/j.biocon.2014.05.002
http://dx.doi.org/10.1111/mam.12265
http://dx.doi.org/10.1086/693996
http://dx.doi.org/10.1111/oik.04592
https://snowleopardconservancy.org
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/


Tobler MW, Zúñiga Hartley A, Carrillo-Percastegui SE, Powell GV. 2015. Spatiotemporal
hierarchical modelling of species richness and occupancy using camera trap data. Journal of
Applied Ecology 52(2):413–421 DOI 10.1111/1365-2664.12399.

Torretta E, Serafini M, Puopolo F, Schenone L. 2016. Spatial and temporal adjustments allowing
the coexistence among carnivores in Liguria (N-W Italy). Acta Ethologica 19(2):123–132
DOI 10.1007/s10211-015-0231-y.

Van Valkenburgh B. 1991. Iterative evolution of hypercarnivory in canids (Mammalia:
Carnivora): evolutionary interactions among sympatric predators. Paleobiology 17(4):340–362
DOI 10.1017/S0094837300010691.

Wang J, Laguardia A, Damerell PJ, Riordan P, Shi K. 2014. Dietary overlap of snow leopard and
other carnivores in the Pamirs of Northwestern China. Chinese Science Bulletin
59(25):3162–3168 DOI 10.1007/s11434-014-0370-y.

Weaver JL. 1993. Refining the equation for interpreting prey occurrence in gray wolf scats. The
Journal of Wildlife Management 57(3):534 DOI 10.2307/3809278.

Weiskopf SR, Kachel SM, McCarthy KP. 2016.What are snow leopards really eating? Identifying
bias in food-habit studies: bias in snow leopard diet. Wildlife Society Bulletin 40(2):233–240
DOI 10.1002/wsb.640.

Wolf C, Ripple WJ. 2016. Prey depletion as a threat to the world’s large carnivores. Royal Society
Open Science 3:160252 DOI 10.1098/rsos.160252.

Wolf C, Ripple WJ. 2017. Range contractions of the world’s large carnivores. Royal Society Open
Science 4(7):170052 DOI 10.1098/rsos.170052.

Zielinski WJ, Tucker JM, Rennie KM. 2017. Niche overlap of competing carnivores across
climatic gradients and the conservation implications of climate change at geographic range
margins. Biological Conservation 209(1):533–545 DOI 10.1016/j.biocon.2017.03.016.

Pal et al. (2022), PeerJ, DOI 10.7717/peerj.14277 26/26

http://dx.doi.org/10.1111/1365-2664.12399
http://dx.doi.org/10.1007/s10211-015-0231-y
http://dx.doi.org/10.1017/S0094837300010691
http://dx.doi.org/10.1007/s11434-014-0370-y
http://dx.doi.org/10.2307/3809278
http://dx.doi.org/10.1002/wsb.640
http://dx.doi.org/10.1098/rsos.160252
http://dx.doi.org/10.1098/rsos.170052
http://dx.doi.org/10.1016/j.biocon.2017.03.016
http://dx.doi.org/10.7717/peerj.14277
https://peerj.com/

	Changes in ecological conditions may influence intraguild competition: inferring interaction patterns of snow leopard with co-predators ...
	Introduction
	Materials and Methods
	Results
	Discussion
	Conclusion
	flink6
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


