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Abstract: Assessing niche evolution remains an open question and an actively developing area of
study. The family Ursidae consists of eight extant species for which, despite being the most studied
family of carnivores, little is known about the influence of climate on their evolutionary history and
diversification. We evaluated their evolutionary patterns based on a combined phylogeography and
niche modeling approach. We used complete mitogenomes, estimated divergence times, generated
ecological niche models and applied a phyloclimatic model to determine the species evolutionary
and diversification patterns associated with their respective environmental niches. We inferred
the family evolutionary path along the environmental conditions of maximum temperature and
minimum precipitation, from around 20 million years ago to the present. Our findings show that
the phyloclimatic niches of the bear species occupy most of the environmental space available on
the planet, except for the most extreme warm conditions, in accordance with the wide geographic
distribution of Ursidae. Moreover, some species exhibit broader environmental niches than others,
and in some cases, they explore precipitation axes more extensively than temperature axes or vice
versa, suggesting that not all species are equally adaptable to these variables. We were able to
elucidate potential patterns of niche conservatism and evolution, as well as niche overlapping,
suggesting interspecific competitive exclusion between some of the bear species. We present valuable
insights into the ecological and evolutionary processes driving the diversification and distribution of
the Ursidae. Our approach also provides essential information for guiding effective conservation
strategies, particularly in terms of distribution limits in the face of climate change.
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1. Introduction

A crucial question in evolutionary biology is understanding how the environment
can shape the diversification patterns and geographic distribution of species [1,2]. Phylo-
geography is a discipline that integrates information on the genetic structure of natural
populations, their geographic distribution, and genealogy [3]. Ecological niche modeling
is a set of techniques and specialized tools for studying the response of living beings to
climatic variables that constitute their environment and their associated geographic distri-
bution [4,5]. Recent evidence shows that the combined study of these two disciplines helps
assessing the influence of environmental factors on the distribution of genetic variability
throughout geographical ranges and the role those factors play in the divergence of species
across their distribution and landscapes [1,6–8]. The synergy of these two disciplines also
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helps disentangling the role of ecological and environmental factors in the divergence of
lineages within a taxon [9].

The study of the ecological niche in terms of species evolutionary patterns is based
on two main predictions. One is niche conservatism that refers to the shared ecological
characteristics of species or lineages with their ancestors, namely, that species tend to share
with their ancestors the biological and physiological characteristics that allow them to
adapt to their environment [2,10,11]. Alternatively, niche evolution denotes the adaptation
and persistence of populations or lineages to novel environmental conditions [12,13]. It is
noteworthy that although niche modeling studies attempt to discern between these two
hypotheses, it has rarely been explicitly determined how the niches of species evolve [13–15].
Therefore, assessing niche evolution remains an open question and an actively developing
area of study.

Bears are a taxon of great biological interest and intensively studied. The bear family
Ursidae has a complex evolutionary history despite being evolutionarily young, with
origins dating back to the Late Oligocene and the Early Miocene [16]. The family underwent
rapid radiation between the mid-Pliocene and the Early Pleistocene, giving rise to most of
the known bear species [17–19]. Although there is evidence of approximately 100 extinct
species in the fossil record, in the present, 8 bear species are recognized: the American black
bear (Ursus americanus), the brown bear (Ursus arctos), the polar bear (Ursus maritimus),
the Asiatic black bear (Ursus thibetanus), the giant panda (Ailuropoda melanoleuca), the
spectacled bear (Tremarctos ornatus), the sun bear (Helarctos malayanus), and the sloth bear
(Melursus ursinus).

Notably, despite ample available information about the taxonomy, distribution, abun-
dance, ecology, and paleontology of the family, little is actually known about the historical
and evolutionary processes that define the evolutionary history, genealogy, and current
geographic distribution of bears [8]. Understanding the relationship between patterns of
diversification and niche divergence in the family Ursidae remains a challenge in biogeog-
raphy and evolutionary biology [2]. Hence, bears represent an ideal group for evaluating
evolutionary patterns based on a combined phylogeography and niche modeling approach.

In this study, we aimed to describe the patterns of the environmental niche evolution
of the living Ursidae species. To this end, we implement the theoretical and methodolog-
ical tools of ecological niche modeling and phylogeography to model their evolutionary
trajectories and diversification using mitochondrial genome data. Our study is based
on two premises: First, that analyzing niche relationships among closely related species,
particularly those that have evolved recently (i.e., in the last 20 million years), enables
assessing their ecological differentiation and the mechanisms responsible for their diver-
sification [1,20]. Second, that precipitation and temperature are abiotic factors with close
relationships to the Earth’s climates and biomes and hence with the organisms that inhabit
those realms [21]. These climatic variables can be useful surrogates of the species biogeo-
graphic patterns, which are commonly applied for characterizing the environmental niche
of species via ecological niche modeling and hypervolume analyses [22].

We followed an integrative approach that encompasses the following: (i) compile
a comprehensive set of mitogenome sequences and geographic distribution records of
the eight species of the Ursidae family; (ii) analyze the molecular information within a
phylogeographic context; (iii) generate ecological niche models capable of characterizing
the environmental conditions that define the habitat of each of the eight species; and
(iv) apply a phyloclimatic model to determine the species evolutionary and diversification
patterns associated with their respective environmental niche. We predicted that we would
be able to reconstruct the historical environmental trajectories of the eight extant bear
species and their ancestors, by incorporating the environmental centroid and ellipsoid
niche of the species which were based on the most extreme conditions of precipitation and
temperature. Thereby, we would more accurately define the climatic conditions inhabited
by each species in the present, providing insights to unravel the environmental basis of
their distinct geographic distribution. The results obtained contribute both to a better
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understanding of the evolutionary patterns of a taxonomic group of great interest such as
bears and to the interdisciplinary integration of niche modeling and phylogeography. Such
integration will undoubtedly enable a more comprehensive study of the evolution of the
ecological niche of species and their evolutionary lineages [1,7,8,13]. This information is
extremely valuable to anticipate potential risks associated with global climate change in
the future [23,24].

2. Materials and Methods
2.1. Occurrence Records

We built a database of occurrences with all the bear species’ records found in the GBIF
(http://gbif.org (accessed on 14 February 2023)) and the scientific literature, filtering all
records outside the present and historical ranges reported by the International Union for
the Conservation of Nature [25]. Duplicated and misplaced data were eliminated man-
ually, while also avoiding clusters of occurrences to reduce the density of oversampled
areas. Additionally, we used the spThin Package [26] in R [27] to eliminate the problems
associated with biases in spatial sampling during the niche modeling process. The soft-
ware’s protocol we followed includes distance-based thinning, where points are selected
to maximize the distance from each other or by clustering techniques; consideration of
spatial autocorrelation to ensure thinned datasets retain similar spatial autocorrelation
structures; utilization of spatial interpolation techniques to estimate distributions and select
representative points; density-based methods to preserve density distributions across the
study area; and iterative algorithms that iteratively refine the selection of points to better
match the spatial characteristics of the original datasets [26]. We chose a thinning distance
equal to the pixel size of the environmental layers utilized in the study (10 arc-minutes) to
keep at least one occurrence per pixel. Our final dataset included 126 records of Ailuropoda
melanoleuca, 2174 of Tremarctos ornatus, 71 of Melursus ursinus, 35 of Helarctos malayanus, 194
of Ursus thibetanus, 756 of Ursus americanus, 9107 of Ursus arctos, and 559 of Ursus maritimus
(Figure 1).
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2.2. Bioclimatic Variables 

Figure 1. Geographic distribution of the family Ursidae occurrences, obtained from the scientific
literature and global databases. The filtered database includes 126 records of Ailuropoda melanoleuca,
2174 of Tremarctos ornatus, 71 of Melursus ursinus, 35 of Helarctos malayanus, 194 of Ursus thibetanus,
756 of Ursus americanus, 9107 of Ursus arctos, and 559 of Ursus maritimus.

2.2. Bioclimatic Variables

We obtained the 19 bioclimatic variables from WorldClim [28] with a resolution of
10 arc-minutes (approximately 18 km at the Equator). These variables are derived from
interpolation of observed climate data from meteorological stations worldwide and sub-
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jected to rigorous modeling and validation processes to assess their accuracy and reliability.
Next, we used the NicheToolBox package [29] in R to identify and filter autocorrelated
variables to avoid collinearity among predictors, avoid biased parameter estimates, en-
hance predictive performance and meet assumptions of statistical tests [30]. After this
process, six variables were selected and used for further analyses, including annual mean
temperature, maximum temperature of the warmest month, minimum temperature of
the coldest month, annual mean precipitation, precipitation of the wettest quarter, and
precipitation of the driest quarter. Different combinations of these variables play critical
roles in shaping the geographic ranges of species by reflecting the species’ physiological
limits and range boundaries [31,32].

2.3. Environmental Characterization

To characterize the environmental niche of the eight bear species, we extracted the
environmental values from all their filtered occurrences and used the NicheROVER pack-
age [33] in R to analyze the data, generate environmental niche models and quantify their
probability of overlap. NicheRover is based on a probabilistic method intended for multi-
dimensional niche indicators (e.g., environmental variables); it considers the uncertainty
of the data by applying a Bayesian framework and where the number of iterations is
defined by the user. It generates ellipsoid models (niche regions) based on n-dimensional
continuous data. The ellipsoid models enable the user to quantify and visually assess niche
overlapping patterns and niche geometry. Importantly, ellipsoid models yield directional
probabilities of the overlapping patterns. In addition, this method takes into account the
variation of the number of occurrences (i.e., species with fewer occurrences and others
with more) prior to generating overlap estimates between species. Hence, it provides
significantly more robust results for niche characterization compared to the traditional
percentages of overlap and to those that do not consider the uncertainty associated with
the data [33–35]. We defined the niche regions for each species with the ellipsoidal models,
and we also obtained their respective centroids using the package dplyr [36] in R, which is
simply the arithmetic mean of all the points in the set, by calculating the average of the X
and Y coordinates of all the points.

2.4. Time-Calibrated Bayesian Ultrametric Tree

To obtain an ultrametric tree with diversification times to be used with the phylocli-
matic analysis (see Section 2.5), we performed a three-step procedure. First, we performed
a comprehensive search in GenBank (https://www.ncbi.nlm.nih.gov (accessed on 22 Nove-
meber 2022)) and the scientific literature to gather the most complete mitogenome sequence
information for each species. We selected sequences based on length (base pairs) which
was key for our objective, to obtain a robust ultrametric tree, and that jointly had the lowest
missing data as well as higher depth and coverage. Finally, it was crucial that they were
available for the eight species (e.g., brown bears have ample genomic information, while
for the sloth bear there were only 5 sequences available). Our final selection included eight
sequences provided by [37] in GenBank. The mitogenome sequences of approximately
15,670 bp long were aligned using Geneious v.7.1.9 [38], with a cost matrix of a 93% sim-
ilarity (Supplementary Materials: sequence alignment). Secondly, GTR was selected as
the best substitution model with jModelTest 2.0 [39] and PhyML [40], using the option of
smart model selection for the latter [41]. Finally, we estimated the time to the most recent
common ancestor with a Bayesian Markov chain Monte Carlo (MCMC) approach, with
priors of an uncorrelated lognormal relaxed molecular clock, a constant population size,
and the GTR model. A mitogenome sequence of the red panda (Ailurus fulgens) was used as
an outgroup [42]. We provided seven calibration points based on [43] and obtained a final
ultrametric tree by sampling every 1000 iterations for 107 generations and 10% burn-in.
Convergence and stationarity were confirmed with Tracer v.1.6 [44].

https://www.ncbi.nlm.nih.gov
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2.5. Phyloclimatic Analysis

With the objective to discern the phylogeographic patterns along each species’ envi-
ronmental space, we applied the phyloclimatespace approach, originally proposed by [45].
This approach is a method for exploring the relationship between phylogeny (evolutionary
history) and climate space (the multidimensional space defined by climatic variables). It
enables us to visualize evolution through climate space and to evaluate both the envi-
ronmental niche and the phylogenetic diversification patterns of the studied species. The
model was performed with phytools [46] in R, which uses two datasets: (1) a time-calibrated
Bayesian ultrametric tree for ancestral reconstruction; (2) the x and y environmental val-
ues of every tip on the tree (in this case the environmental centroid for each species), to
reconstruct the environmental states of the ancestors. The maximum temperature and the
minimum precipitation were the selected variables, because they adequately condense
information about the tolerance limits of the species [47] and maximize the differences
in their environmental niches. Phytools reconstructs the environmental ancestral states
(internal nodes) of the lineages using a restricted maximum likelihood (REML) ancestral
state reconstruction [48], assuming a Brownian model of evolution. The tips (terminal
nodes) and internal nodes are plotted on the climate space. Importantly, the reconstructed
nodes preserve the phylogenetic relationships in strict agreement with the topology and
branch lengths of the phylogenetic tree of the species [45].

3. Results
3.1. Niche Modeling Analysis

NicheROVER results showed ellipsoid models useful for probabilistic quantification
of the niches and their overlapping patterns (Table 1; Figure 2) and for the visualization of
the niche geometry patterns of the family Ursidae.

Table 1. Estimates of ellipsoid niche overlap probability (%) obtained with NicheRover and an alpha
value of 0.99. The values are directional, and they represent the probability of overlap of the niche
of one species (rows) within the niche of another species (columns). The six variables included in
the analysis were mean, maximum, and minimum values of temperature and precipitation. Higher
overlap values are indicated in bold.

A. mel T. orn M. urs H. mal U. thi U. ame U. arc U. mar

A. mel 1.30 0.38 0 93.22 46.85 0 0
T. orn 0 9.02 16.56 9.62 23.31 0 0
M. urs 0 2.20 15.22 28.02 0.60 0 0
H. mal 0 15.15 22.89 30.96 0.79 0 0
U. thi 0.04 1.43 5.72 2.06 39.13 0.11 0.03

U. ame 0.01 0.29 0.15 0.02 49.05 7.16 0.45
U. arc 0 0.01 0 0 19.32 98.66 8.22
U. mar 0 0.02 0 0 5.20 66.19 7.66

The niche of the giant panda exhibited one of the smallest sizes with respect to the
rest of the family; however, it is the one that collectively showed the highest percentage
of environmental overlap, exhibiting 93.2% with the Asiatic black bear and 46.8% with
the black bear. The niche of the spectacled bear had its greatest environmental overlap
with those of the American black bear (23.3%) and the sun bear (16.6%). The niche of the
sloth bear showed the lowest percentage of overlap with the rest of the members of the
family, with 28.02% with the Asian black bear and 15.2% with the sun bear. This species
also exhibited the largest range of precipitation conditions and the smallest with respect to
temperature. The niche of the sun bear showed the highest values in temperature conditions
and presented its highest percentage of overlap with the Asian black bear (30.96%), the
sloth bear (22.89%), and spectacled bear (15.15%) (Table 1; Figure 2).
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Figure 2. Ecological niche models based on isotopic methods, showing one-dimensional density
plots, two-dimensional scatterplots, and ellipsoids for each species of the family Ursidae. Ellipsoids
per species show 20 iterations of estimated niche amplitude and niche overlapping patterns. The tem-
perature values were multiplied by 10 and shown on a Celsius scale. Precipitation values are shown
in millimeters of rainfall. The grey color represents the environmental values of 100,000 equidistant
random land points from the planet.

The niches of the closely related Ursus species, the American black and the Asian
black bears, showed considerable breadth in the central regions of each combination of
variables, mutually presenting their highest percentages of overlap (49.05% and 39.13%
reciprocally); in addition, both presented less than 10% of overlap with the rest of the family
members. Despite the wide distribution of the brown bear across the entire Northern
Hemisphere, this species had a considerably small niche with respect to its most ancestral
relatives. Additionally, this species showed a 98.66% overlap with the American black
bear, the highest percentage of overlap of the family that shares distribution in North
America. Finally, the polar bear’s niche presented the coldest and driest conditions of the
entire family, overlapping more with the American black bear (66.19%) than with its closest
relative, the brown bear (7.66%) (Table 1; Figure 2).

3.2. Phyloclimatic Analysis

The topology of our Bayesian tree based on mitogenome sequences (Figure 3) agrees
with previous phylogenies proposed for the family Ursidae [43,49,50]. The giant panda
and the spectacled bear are the species that diverged the earliest, ~20.0 and 13.7 million
years ago (My), respectively. The other six species diverged much more recently (~5 My)
and, notably, two of the genus Ursus, the brown and the polar bears, diverged less than
1 My ago.
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Figure 3. Time-calibrated Bayesian tree in million years, based on complete mitochondrial genomes
(15,670 bp) of the eight extant species of the family Ursidae. The red panda Ailurus fulgens was used
as an outgroup. The estimated median time and range are indicated for some nodes. All the indicated
nodes have a 95% highest posterior density (HPD) equal to one.

The phyloclimatic results showed a general exclusion pattern among most of the eight
bear species (Figure 4). The estimated root was reconstructed between 20 and 25 ◦C on the
axis of the maximum temperature of the warmest month of the year and close to 100 mm
of minimum precipitation of the driest month of the year. The two most ancestral lineages
of the family fell between 15 and 25 ◦C, where the spectacled bear exhibited a broader
phyloclimatic niche compared to the one estimated for the giant panda. Regarding the sun
and the sloth bears, the centroids of their niches occurred in higher temperatures between
30 and 40 ◦C, that is, they were the two lineages distributed in the warmest conditions.
Notably, the branch of the sloth bear extended opposite (along the temperature axis) to
that of the most recently diverged species, the polar bear. Contrastingly, the lineage of
the sun bear encompassed a wide precipitation (ca. 50–350 mm) but a particularly narrow
temperature range (ca. 30–33 ◦C).

Among the four Ursus species, the results showed that the phyloclimate niche of
the American black bear lied closest to the reconstructed root of the tree, located near
the centroid of the entire family (Figure 4). This lineage had little overlap with its sister
species, the Asian black bear, restricted to near 26 ◦C and 150 mm. There was almost null
overlap between the phyloclimate niches of the two lineages that share distribution in
southern Asia, the Asian black bear and the sun bear. The smaller phyloclimate niches were
represented by three lineages, the brown bear, the polar bear, and the giant panda. Notably,
the environmental space near the reconstructed node between the brown and the polar
bears did not overlap with the niche of any other living ursid. In particular, the estimated
phyloclimate niche of the polar bear included the coldest (9–12 ◦C) and driest (0–50 mm)
conditions of the entire family.

Finally, the phyloclimatic niche of the spectacled bear exhibited a marked environ-
mental overlap with the American black bear and the brown bear (Figure 4), despite their
significantly separated geographical distributions: along the Andes Mountain range, in
North America, and in practically the entire Northern Hemisphere.
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Figure 4. Phyloclimatespace results for the eight extant species of the family Ursidae. The model
retains the relationships between the complete mitochondrial sequences of the species (Figure 2),
positioning each tip of the tree on the combination of precipitation and temperature of its environ-
mental centroid. It shows linear reconstructions of the ecological trajectories of the ancestors (i.e.,
the internal nodes of the tree and the root). The niche centroid per species was determined from
the environmental data extracted from the occurrence records available in GBIF and the scientific
literature, while the ellipsoids were estimated by using 95% of the occurrences.

4. Discussion
4.1. Ecological Niche and Phylogeography of the Extant Bear Species

Variation in climate is closely related to patterns of ecological niche evolution and
species diversification [15,51]. Therefore, it is crucial to characterize abiotic ecological niches
drawing from phylogeography and evolutionary information [52]. With our phyloclimatic
approach, we were able to reconstruct the historical environmental trajectories of the
eight extant bear species, based on a combined phylogeographical and ecological niche
modeling strategy. Moreover, the estimated environmental trajectories of the bear species
and their reconstructed ancestors enabled us to infer the family evolutionary path along
the environmental conditions of maximum temperature and minimum precipitation, from
around 20 million years ago to the present. Our findings show that the phyloclimatic niches
of the bear species occupy most of the environmental space available on the planet, except
for the most extreme warm conditions, in accordance with the wide geographic distribution
of Ursidae.

The model consistently showed differential use of environmental space and ecological
specialization, suggesting interspecific competitive exclusion between some of the bear
species (Figure 2). Moreover, some species exhibited broader environmental niches than
others and, in some cases, they explored precipitation axes more extensively than tem-
perature axes or vice versa, suggesting that not all species are equally adaptable to these
variables. This also highlights the importance of enriching ecological niche projections with
extreme values instead of using only average values. We show that our approach improves
the categorization of ecological niches both of the species and of their evolutionary lineages,
by reconstructing the environmental conditions that they may have inhabited in the past
(Figure 3) [6].
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4.2. Environmental Adaptation, Niche Conservatism, and Niche Evolution

Niche conservatism, a fundamental concept in evolutionary ecology, provides a lens
through which we can understand the interplay between organisms and their environments
over time. It posits that species tend to retain ancestral ecological characteristics, adapting
to environmental changes within the constraints of their inherited niche [2,10,11,53]. Our
study offers valuable insights into the dynamics of niche conservatism and evolution within
the Ursidae family.

Our findings reveal instances of both niche conservatism and niche evolution across
the eight extant bear species. The phyloclimatic niches of the American black bear (Ursus
americanus) and the Asian black bear (Ursus thibetanus), despite their geographic separation
and substantial divergence time (ca. 4.37 million years), exhibit a considerable overlap. This
suggests a degree of niche conservatism, where both species have retained similar ecological
preferences despite millions of years of independent evolution [18,19,54]. However, it is
noteworthy that the Asian black bear, the more ancient lineage, is better adapted to a wider
variety of wet and warm climatic conditions [55]. This can be associated with asymmetry
in ecological niche conservatism, that is, ancient tropical lineages are likely constrained to
inhabit warm climates, while groups that evolved more recently and are adapted to tolerate
cold temperatures are potentially more flexible, likely due to reduced or less complex biotic
interactions [47,55–57].

Conversely, species like the polar bear (Ursus maritimus) exemplify niche specializa-
tion and evolution towards extreme environmental conditions. Its phyloclimatic niche is
markedly constrained to the coldest and driest conditions available on the Northern Hemi-
sphere, reflecting a highly specialized adaptation to its Arctic habitat. This specialization
likely evolved in response to selective pressures associated with the polar environment,
including dependence on sea ice for hunting and unique physiological adaptations to cold
climates, as well as biological features like hibernation and specialized diet [54,58]. It is the
only land carnivore in the Arctic Circle that hunts seals and other sea mammals [58]. No-
tably, its niche is the second smallest followed by the giant panda (Ailuropoda melanoleuca).
The giant panda is similarly characterized by a rather specialized diet, consisting of a
variety of bamboo species. Such restriction to bamboo-dominated habitats has shaped
the distribution and evolutionary trajectory of the giant panda [59,60] It is important to
highlight that we used modern occurrence (i.e., not fossil) records to generate the ellipsoidal
models. Thus, the fact that the present distribution of some species like the giant panda
represents only a fraction of what it occupied in the past [59,61,62], suggests that some of
the estimated historical niches could be broader.

The relationship between the polar bear and the brown bear (Ursus arctos) offers
a compelling example of niche conservatism and divergence within the Ursidae family.
Despite sharing a common ancestry and significant genetic similarity, these two species have
undergone remarkable ecological specialization in response to divergent environmental
pressures. While the brown bear maintains a broad environmental niche across its range,
encompassing diverse habitats from temperate forests to tundra regions, the polar bear has
evolved a highly specialized niche adapted exclusively to the Arctic marine environment.
As previously mentioned, this specialization is evident in the polar bear’s dependence on
sea ice for hunting seals and its physiological adaptations to extreme cold temperatures [58].
Interestingly, despite their ecological divergence, genetic studies have revealed a close
evolutionary relationship between polar bears and certain populations of brown bears,
particularly those inhabiting coastal regions of Alaska and the Russian Far East [63]. This
genetic admixture suggests historical introgression and gene flow between the two species.
However, despite these interactions, the polar bear’s niche remains distinct, emphasizing
the role of ecological specialization in driving species divergence and adaptation. On the
other hand, the niche of the brown bear is the one closest to that of the polar bear; the
reconstructed node of their common ancestor is located precisely in the middle of both, in a
similar way to what happens with the Asian black and the American black bears, with the
difference that the latter present environmental overlap.
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4.3. Geographic Ranges, Environmental Preferences, and Niche Trajectories

Species can have environmental niches that encompass both wide and restricted
conditions, exhibiting contrasting and concordant niche trajectories and evolutionary
patterns within and among species. For instance, although the American black bear is
only distributed in North America, its phyloclimatic niche is notably broader than that of
the brown bear, distributed across North America, Europe, and Asia. This is because the
American black bear is adapted to a wider range of environmental conditions and currently
includes regions where the brown bear has been locally extirpated [64]. On the other
hand, the spectacled bear (Tremarctos ornatus) is the species more geographically isolated
and the only one distributed exclusively in the Southern Hemisphere, living in the Andes
Mountain range. Nonetheless, its phyloclimatic niche is not as restricted, showing a certain
degree of environmental overlap with the American black bear and the sun bear (Helarctos
malayanus). It also has a niche width like that of the American black bear, suggesting that,
despite their distinct geographic ranges and evolutionary histories, both species share
similar environmental preferences. They are adapted to comparable ecological conditions,
exhibiting a considerable degree of ecological flexibility that allows them to inhabit a
diverse range of habitats within their respective ranges, from dense forests to open plains.
Contrastingly, the sun bear has a phyloclimatic niche encompassing the greatest range
of precipitation conditions, but with a rather narrow tolerance to temperature conditions.
This extensive variation in the precipitation axis could be related to the wide humidity
requirements of the invertebrates included in this species diet, which, in many regions of
its distribution, constitute its main food source [65].

The sloth bear (Melursus ursinus) is an example of a restricted phyloclimate niche,
which shows the highest temperature conditions of all the species. This ecological character-
istic is likely related to its specialized diet, which consists mainly of ants and termites [66].
The diversity of termites is highest in tropical and subtropical regions of the world, linked
to metabolic processes like digestion and colony growth, which increase in warmer tem-
peratures [67,68]. Interestingly, the distribution of the sloth bear is sympatric with the
Asian black bear and the sun bear in southern Asia, sharing similar climatic conditions
and having diverged from their common ancestor relatively recently, less than one million
years ago.

Finally, the overlapping geographic distributions and shared phyloclimatic niches
between the sun bear and the Asian black bear in certain regions of Asia suggest a scenario
of competitive exclusion [69,70]. These species rely on similar food resources like fruits,
insects, and vegetation found in the forest understory. This overlap in dietary preferences
and habitat utilization can result in interspecific competition for food, space, and other
critical resources. How they compete for resources can be associated with their differences
in body size, behavior, foraging strategies, and feeding habits. The Asian black bear is
larger in size and dominates in the most fruit-rich habitat, while the smaller sun bears
predominantly consume insects; thus, the former has a competitive advantage in accessing
certain resources or defending territories [69,70].

4.4. Implications for Conservation and Management

The insights gained from our integrated phylogeography and ecological niche mod-
eling approach can have profound implications for the conservation and management of
bear species, particularly in the context of ongoing climate change and habitat degradation.
For instance, our findings of the phyloclimatic niches of the four Ursus species underscore
the dynamic interplay between niche conservatism and niche evolution in shaping the
evolutionary trajectories of bear species. It also highlights the importance of considering
both factors for the interpretation of evolutionary history, as well as for conservation and
management strategies. In general, some lineages maintain ancestral niche characteristics
over evolutionary time, while others undergo niche shifts in response to environmental
changes or ecological opportunities. Understanding these dynamics is crucial for elucidat-
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ing the mechanisms driving species diversification and distribution patterns within the
Ursidae family.

By characterizing the environmental niches and evolutionary trajectories of each bear
species, we can better anticipate their responses to shifting climatic conditions and identify
areas of conservation priority. We can emphasize three examples that concern the polar
bear, the giant panda, and the sun bear. Considering that the polar bear phyloclimatic
trajectory has led this species towards a region of extreme environmental and low diversity
conditions, it is significantly exposed to negative effects of global climate change. Notably,
the estimated ecological niche of the giant panda is the smallest of the entire family, and its
geographic distribution is markedly shrunken by a myriad of anthropic impacts. Finally,
the estimated niche of the sun bear encompasses the narrowest temperature range present
in the entire bear family, leaving this species potentially more vulnerable to changes in this
climatic variable.

Additionally, incorporating phylogenetic information into conservation planning
can support the prioritization of evolutionarily distinct lineages and the preservation of
evolutionary potential within bear populations. Furthermore, conservation efforts can be
tailored by considering not only current distributions, but also historical environmental
niches, to inform areas that are likely to support species’ adaptation and persistence in the
face of future environmental changes. In conclusion, our study allowed us to elucidate
potential patterns of niche conservatism and evolution, providing valuable insights into
the ecological and evolutionary processes driving the diversification and distribution of
the Ursidae family. These insights are essential for guiding effective conservation strategies
and ensuring the long-term survival of these iconic mammalian taxa.

Supplementary Materials: The following supporting information can be downloaded at: https:
//www.mdpi.com/article/10.3390/d16040223/s1, Sequence alignment: Mitogenome sequence align-
ment in phylip format.

Author Contributions: Conceptualization, C.L.-A. and E.V.-D.; formal analysis, C.L.-A.; investigation,
C.L.-A. and E.V.-D.; methodology, C.L.-A. and E.V.-D.; resources, E.V.-D.; supervision, E.V.-D.; writing
of the original draft, C.L.-A. and E.V.-D. All authors have read and agreed to the published version of
the manuscript.

Funding: This research received no external funding.

Institutional Review Board Statement: Not applicable.

Data Availability Statement: All data used for the study are included in the manuscript and
Supplementary Materials. No new code or scripts were developed.

Acknowledgments: C.L.-A. acknowledges that this paper was a part of his doctoral thesis in the
Programa de Doctorado en Ciencias Biológicas de la Universidad Nacional Autónoma de México
(UNAM). C.L.-A. had a scholarship and financial support provided by the Consejo Nacional de
Ciencia y Tecnología (CONACyT CVU 508602/Reg. becario 288706). C.L.-A. was supported by a
postdoctoral grant from Dirección General de Asuntos del Personal Académico (DGAPA, UNAM).
This article was completed. while E.V.-D. was on sabbatical at the Estación Biológica de Doñana-CSIC
with support from DGAPA, UNAM (PASPA No. 067/2023), and CONAHCyT.

Conflicts of Interest: The authors declare no conflicts of interest.

References
1. Kalkvik, H.M.; Stout, I.J.; Doonan, T.J.; Parkinson, C.L. Investigating niche and lineage diversification in widely distributed taxa:

Phylogeography and ecological niche modeling of the Peromyscus maniculatus species group. Ecography 2012, 35, 54–64. [CrossRef]
2. Rolland, J.; Silvestro, D.; Schluter, D.; Guisan, A.; Broennimann, O.; Salamin, N. The impact of endothermy on the climatic niche

evolution and the distribution of vertebrate diversity. Nat. Ecol. Evol. 2018, 2, 459–464. [CrossRef] [PubMed]
3. Avise, J.C. Phylogeography: The History and Formation of Species; Harvard University Press: Cambridge, MA, USA, 2000.
4. Carstens, B.C.; Richards, C.L. Integrating coalescent and ecological niche modeling in comparative phylogeography. Evolution

2007, 61, 1439–1454. [CrossRef] [PubMed]

https://www.mdpi.com/article/10.3390/d16040223/s1
https://www.mdpi.com/article/10.3390/d16040223/s1
https://doi.org/10.1111/j.1600-0587.2011.06994.x
https://doi.org/10.1038/s41559-017-0451-9
https://www.ncbi.nlm.nih.gov/pubmed/29379185
https://doi.org/10.1111/j.1558-5646.2007.00117.x
https://www.ncbi.nlm.nih.gov/pubmed/17542851


Diversity 2024, 16, 223 12 of 14

5. Soberón, J.; Nakamura, M. Niches and distributional areas: Concepts, methods, and assumptions. Proc. Natl. Acad. Sci. USA 2009,
106, 19644–19650. [CrossRef] [PubMed]

6. Knowles, L.L.; Carstens, B.C.; Keat, M.L. Coupling genetic and ecological-niche models to examine how past population
distributions contribute to divergence. Curr. Biol. 2007, 17, 940–946. [CrossRef] [PubMed]

7. Alvarado-Serrano, D.F.; Knowles, L.L. Ecological niche models in phylogeographic studies: Applications, advances and precau-
tions. Mol. Ecol. Resour. 2014, 14, 233–248. [CrossRef] [PubMed]

8. Luna-Aranguré, C.; Vázquez-Domínguez, E. Analysis of the application of ecological niche modeling in phylogeographic studies:
Contributions, challenges, and future. Therya 2020, 11, 47–55. [CrossRef]

9. Suárez-Atilano, M.; Rojas-Soto, O.; Parra, J.L.; Vázquez-Domínguez, E. The role of the environment on the genetic divergence
between two Boa imperator lineages. J. Biogeog. 2017, 44, 2045–2056. [CrossRef]

10. Wiens, J.J.; Graham, C.H. Niche conservatism: Integrating evolution, ecology, and conservation biology. Ann. Rev. Ecol. Evol. Syst.
2005, 36, 519–539. [CrossRef]

11. Eliosa-León, H.R.; Montes de Oca, A.N.; Navarro-Carbajal, M.C. Conservadurismo filogenético del nicho ecológico un enfoque
integral de la evolución. Ciencias 2010, 98, 64–698.

12. Losos, J.B.; Leal, M.; Glor, R.E.; De Queiroz, K.; Hertz, P.E.; Rodríguez Schettino, L.; Chamizo Lara, A.; Jackman, T.R.; Larson, A.
Niche lability in the evolution of a Caribbean lizard community. Nature 2003, 424, 542–545. [CrossRef] [PubMed]

13. Holt, R.D. Evolution of the ecological niche. In The Princeton Guide to Evolution; Losos, J.B., Baum, D.A., Futuyma, D.J., Hoekstra,
H.E., Lenski, R.E., Moore, A.J., Peichel, C.L., Schluter, D., Whitlock, M.C., Eds.; Princeton University Press: Princeton, NJ, USA,
2014; pp. 288–297. [CrossRef]

14. Pyron, R.A.; Costa, G.C.; Patten, M.A.; Burbrink, F.T. Phylogenetic niche conservatism and the evolutionary basis of ecological
speciation. Biol. Rev. 2015, 90, 1248–1262. [CrossRef] [PubMed]

15. Castro-Insua, A.; Gómez-Rodríguez, C.; Wiens, J.J.; Baselga, A. Climatic niche divergence drives patterns of diversification and
richness among mammal families. Sci. Rep. 2018, 8, 8781. [CrossRef] [PubMed]

16. McLellan, B.; Reiner, D.C. A review of bear evolution. Int. Conf. Bear Res. Manag. 1980, 9, 85–96. [CrossRef]
17. Talbot, S.L.; Shields, G.F. A Phylogeny of the bears (Ursidae) inferred from complete sequences of three mitochondrial genes. Mol.

Phylogenet. Evol. 1996, 5, 567–575. [CrossRef] [PubMed]
18. Juárez-Casillas, L.A.; Varas, C. Genética evolutiva y molecular de la Familia Ursidae: Una revisión bibliográfica actualizada.

Therya 2011, 2, 47–65. [CrossRef]
19. Kutschera, V.E.; Bidon, T.; Hailer, F.; Rodi, J.L.; Fain, S.R.; Janke, A. Bears in a forest of gene trees: Phylogenetic inference is

complicated by incomplete lineage sorting and gene flow. Mol. Biol. Evol. 2014, 31, 2004–2017. [CrossRef] [PubMed]
20. Wooten, J.A.; Gibbs, H.L. Niche divergence and lineage diversification among closely related Sistrurus rattlesnakes. J. Evol. Biol.

2012, 25, 317–328. [CrossRef]
21. Stuart-Smith, R.D.; Edgar, G.J.; Bates, A.E. Thermal limits to the geographic distributions of shallow-water marine species. Nat.

Ecol. Evol. 2017, 1, 1846–1852. [CrossRef]
22. Blonder, B. Hypervolume concepts in niche-and trait-based ecology. Ecography 2018, 41, 1441–1455. [CrossRef]
23. Wiens, J.A.; Stralberg, D.; Jongsomjit, D.; Howell, C.A.; Snyder, M.A. Niches, models, and climate change: Assessing the

assumptions and uncertainties. Proc. Natl. Acad. Sci. USA 2009, 106, 19729–19736. [CrossRef] [PubMed]
24. Pérez-Consuegra, S.G.; Sánchez, L.; Rodríguez-Tapia, G.; Castañeda-Rico, S.; Vázquez-Domínguez, E. Late Pleistocene altitudinal

segregation and demography define future climate change distribution of the Peromyscus mexicanus species group: Conservation
implications. Animals 2023, 13, 1753. [CrossRef]

25. IUCN. The IUCN Red List of Threatened Species. Version 2023-1. Available online: https://www.iucnredlist.org (accessed on 14
February 2023).

26. Aiello-Lammens, M.E.; Boria, R.A.; Radosavljevic, A.; Vilela, B.; Anderson, R.P. SpThin: An R package for spatial thinning of
species occurrence records for use in ecological niche models. Ecography 2015, 38, 541–545. [CrossRef]

27. R Core Team. R: A Language and Environment for Statistical Computing; R Foundation for Statistical Computing, Vienna. 2021;
Available online: https://www.R-project.org (accessed on 14 February 2023).

28. Hijmans, R.J.; Cameron, S.E.; Parra, J.L.; Jones, P.G.; Jarvis, A. Very high resolution interpolated climate surfaces for global land
areas. Intl. J. Climat. 2005, 25, 1965–1978. [CrossRef]

29. Osorio-Olvera, L.; Barve, V.; Soberón, J. Nichetoolbox: From Getting Biodiversity Data to Evaluating Species Distribution Models
in a Friendly GUI Environment. R Package Version 0.2.0.0. 2017. Available online: https://github.com/luismurao/ntbox
(accessed on 14 February 2023).

30. Segurado, P.A.G.E.; Araújo, M.B.; Kunin, W.E. Consequences of spatial autocorrelation for niche-based models. J. Appl. Ecol. 2006,
43, 433–444. [CrossRef]

31. Hawkins, B.A.; Field, R.; Cornell, H.V.; Currie, D.J.; Guégan, J.F.; Kaufman, D.M.; Kerr, J.T.; Mittelbach, G.G.; Oberdorff, T.;
O’Brien, E.M.; et al. Energy, water, and broad-scale geographic patterns of species richness. Ecology 2003, 84, 3105–3117. [CrossRef]

32. Lovejoy, T.E.; Hannah, L. Climate Change and Biodiversity; Yale University Press: New Haven, CY, USA, 2005.
33. Swanson, H.K.; Lysy, M.; Power, M.; Stasko, A.D.; Johnson, J.D.; Reist, J.D. A new probabilistic method for quantifying

n-dimensional ecological niches and niche overlap. Ecology 2015, 96, 318–324. [CrossRef]

https://doi.org/10.1073/pnas.0901637106
https://www.ncbi.nlm.nih.gov/pubmed/19805041
https://doi.org/10.1016/j.cub.2007.04.033
https://www.ncbi.nlm.nih.gov/pubmed/17475496
https://doi.org/10.1111/1755-0998.12184
https://www.ncbi.nlm.nih.gov/pubmed/24119244
https://doi.org/10.12933/therya-20-844
https://doi.org/10.1111/jbi.13006
https://doi.org/10.1146/annurev.ecolsys.36.102803.095431
https://doi.org/10.1038/nature01814
https://www.ncbi.nlm.nih.gov/pubmed/12891355
https://doi.org/10.1515/9781400848065-040
https://doi.org/10.1111/brv.12154
https://www.ncbi.nlm.nih.gov/pubmed/25428167
https://doi.org/10.1038/s41598-018-27068-y
https://www.ncbi.nlm.nih.gov/pubmed/29884843
https://doi.org/10.2307/3872687
https://doi.org/10.1006/mpev.1996.0051
https://www.ncbi.nlm.nih.gov/pubmed/8744769
https://doi.org/10.12933/therya-11-22
https://doi.org/10.1093/molbev/msu186
https://www.ncbi.nlm.nih.gov/pubmed/24903145
https://doi.org/10.1111/j.1420-9101.2011.02426.x
https://doi.org/10.1038/s41559-017-0353-x
https://doi.org/10.1111/ecog.03187
https://doi.org/10.1073/pnas.0901639106
https://www.ncbi.nlm.nih.gov/pubmed/19822750
https://doi.org/10.3390/ani13111753
https://www.iucnredlist.org
https://doi.org/10.1111/ecog.01132
https://www.R-project.org
https://doi.org/10.1002/joc.1276
https://github.com/luismurao/ntbox
https://doi.org/10.1111/j.1365-2664.2006.01162.x
https://doi.org/10.1890/03-8006
https://doi.org/10.1890/14-0235.1


Diversity 2024, 16, 223 13 of 14

34. Boria, R.A.; Blois, J.L. The effect of large sample sizes on ecological niche models: Analysis using a North American rodent,
Peromyscus maniculatus. Ecol. Model. 2018, 386, 83–88. [CrossRef]

35. Shcheglovitova, M.; Anderson, R.P. Estimating optimal complexity for ecological niche models: A jackknife approach for species
with small sample sizes. Ecol. Model. 2013, 269, 9–17. [CrossRef]

36. Wickham, H.; François, R.; Henry, L.; Müller, K.; Vaughan, D. dplyr: A Grammar of Data Manipulation. R Package Version 1.1.4.
2023. Available online: https://dplyr.tidyverse.org (accessed on 14 February 2023).

37. Yu, L.; Li, Y.W.; Ryder, O.A.; Zhang, Y.P. Analysis of complete mitochondrial genome sequences increases phylogenetic resolution
of bears (Ursidae), a mammalian family that experienced rapid speciation. BMC Evol. Biol. 2007, 7, 198. [CrossRef]

38. Kearse, M.; Moir, R.; Wilson, A.; Stones-Havas, S.; Cheung, M.; Sturrock, S.; Buxton, S.; Cooper, A.; Markowitz, S.; Duran, C.; et al.
Geneious Basic: An integrated and extendable desktop software platform for the organization and analysis of sequence data.
Bioinformatics 2012, 28, 1647–1649. [CrossRef] [PubMed]

39. Darriba, D.; Taboada, G.L.; Doallo, R.; Posada, D. JModelTest 2: More models, new heuristics and parallel computing. Nat.
Methods 2012, 9, 772. [CrossRef] [PubMed]

40. Guindon, S.; Dufayard, J.F.; Lefort, V.; Anisimova, M.; Hordijk, W.; Gascuel, O. New algorithms and methods to estimate
maximum-likelihood phylogenies: Assessing the performance of PhyML 3.0. Syst. Biol. 2010, 59, 307–321. [CrossRef] [PubMed]

41. Lefort, V.; Longueville, J.-E.; Gascuel, O. SMS: Smart model selection in phyml. Mol. Biol. Evol. 2017, 34, 2422–2424. [CrossRef]
[PubMed]

42. Arnason, U.; Gullberg, A.; Janke, A.; Kullberg, M. Mitogenomic analyses of caniform relationships. Mol. Phyl. Evol. 2007, 45,
863–874. [CrossRef] [PubMed]

43. Nyakatura, K.; Bininda-Emonds, O.R. Updating the evolutionary history of Carnivora (Mammalia): A new species-level supertree
complete with divergence time estimates. BMC Biol. 2012, 10, 12. [CrossRef] [PubMed]

44. Rambaut, A.; Drummond, A.J.; Xie, D.; Baele, G.; Suchard, M.A. Posterior summarisation in Bayesian phylogenetics using Tracer
1.7. Syst. Biol. 2018, 67, 901–904. [CrossRef] [PubMed]

45. Miller, E.T.; Zanne, A.E.; Ricklefs, R.E. Niche conservatism constrains Australian honeyeater assemblages in stressful environ-
ments. Ecol. Lett. 2013, 16, 1186–1194. [CrossRef] [PubMed]

46. Revell, L.J. phytools: An R package for phylogenetic comparative biology (and other things). Methods Ecol. Evol. 2012, 3, 217–223.
Available online: http://www.respond2articles.com/MEE/ (accessed on 14 February 2023). [CrossRef]

47. Khaliq, I.; Fritz, S.A.; Prinzinger, R.; Pfenninger, M.; Böhning-Gaese, K.; Hof, C. Global variation in thermal physiology of birds
and mammals: Evidence for phylogenetic niche conservatism only in the tropics. J. Biogeog. 2015, 42, 2187–2196. [CrossRef]

48. Schluter, D.; Price, T.; Mooers, A.Ø.; Ludwig, D. Likelihood of ancestor states in adaptive radiation. Evolution 1997, 51, 1699–1711.
[CrossRef] [PubMed]

49. Krause, J.; Unger, T.; Noçon, A.; Malaspinas, A.S.; Kolokotronis, S.O.; Stiller, M.; Bray, S.C. Mitochondrial genomes reveal an
explosive radiation of extinct and extant bears near the Miocene-Pliocene boundary. BMC Evol. Biol. 2008, 8, 220. [CrossRef]
[PubMed]

50. Pages, M.; Calvignac, S.; Klein, C.; Paris, M.; Hughes, S.; Hänni, C. Combined analysis of fourteen nuclear genes refines the
Ursidae phylogeny. Mol. Phylogenet. Evol. 2008, 47, 73–83. [CrossRef] [PubMed]

51. Rangel, T.F.; Edwards, N.R.; Holden, P.B.; Diniz-Filho, J.A.F.; Gosling, W.D.; Coelho, M.T.P.; Colwell, R.K. Modeling the ecology
and evolution of biodiversity: Biogeographical cradles, museums, and graves. Science 2018, 361, eaar5452. [CrossRef] [PubMed]

52. Saupe, E.E.; Barve, N.; Owens, H.L.; Cooper, J.C.; Hosner, P.A.; Peterson, A.T. Reconstructing ecological niche evolution when
niches are incompletely characterized. Syst. Biol. 2017, 67, 428–438. [CrossRef] [PubMed]

53. Pearman, P.B.; Guisan, A.; Broennimann, O.; Randin, C.F. Niche dynamics in space and time. Trends Ecol. Evol. 2008, 23, 149–158.
[CrossRef] [PubMed]

54. Luna-Aranguré, C.; Soberón, J.; Vázquez-Domínguez, E. A tale of four bears: Environmental signal on the phylogeographical
patterns within the extant Ursus species. J. Biogeog. 2020, 47, 472–486. [CrossRef]

55. Goursi, U.H.; Anwar, M.; Bosso, L.; Nawaz, M.A.; Kabir, M. Spatial distribution of the threatened Asiatic black bear in northern
Pakistan. Ursus 2021, 2021, 1–5. [CrossRef]

56. Ahmad, F.; Nawaz, M.A.; Salim, M.; Rehan, M.; Farhadinia, M.; Bosso, L.; Kabir, M. Patterns of spatial distribution, diel activity
and human-bear conflict of Ursus thibetanus in the Hindu Kush mountains, Pakistan. Global Ecol. Conserv. 2022, 37, e02145.
[CrossRef]

57. Smith, B.T.; Bryson Jr, R.W.; Houston, D.D.; Klicka, J. An asymmetry in niche conservatism contributes to the latitudinal species
diversity gradient in New World vertebrates. Ecol. Lett. 2012, 15, 1318–1325. [CrossRef]

58. Obbard, M.E.; Cattet, M.R.; Howe, E.J.; Middel, K.R.; Newton, E.J.; Kolenosky, G.B.; Greenwood, C.J. Trends in body condition in
polar bears (Ursus maritimus) from the Southern Hudson Bay subpopulation in relation to changes in sea ice. Arct. Sci. 2016, 2,
15–32. [CrossRef]

59. Luna-Aranguré, C.; Vázquez-Domínguez, E. Of pandas, fossils and bamboo forests: Ecological niche modeling of the giant panda
(Ailuropoda melanoleuca) during the Last Glacial Maximum. J. Mammal. 2021, 102, 718–730. [CrossRef]

60. Schaller, G.B.; Hu, J.; Pan, W.; Zhu, J. The Giant Pandas of Wolong; University of Chicago Press: Chicago, IL, USA, 1985.
61. Liu, J.; Viña, A. Pandas, plants, and people. Ann. Mo. Bot. Gard. 2014, 100, 108–125. [CrossRef]

https://doi.org/10.1016/j.ecolmodel.2018.08.013
https://doi.org/10.1016/j.ecolmodel.2013.08.011
https://dplyr.tidyverse.org
https://doi.org/10.1186/1471-2148-7-198
https://doi.org/10.1093/bioinformatics/bts199
https://www.ncbi.nlm.nih.gov/pubmed/22543367
https://doi.org/10.1038/nmeth.2109
https://www.ncbi.nlm.nih.gov/pubmed/22847109
https://doi.org/10.1093/sysbio/syq010
https://www.ncbi.nlm.nih.gov/pubmed/20525638
https://doi.org/10.1093/molbev/msx149
https://www.ncbi.nlm.nih.gov/pubmed/28472384
https://doi.org/10.1016/j.ympev.2007.06.019
https://www.ncbi.nlm.nih.gov/pubmed/17919938
https://doi.org/10.1186/1741-7007-10-12
https://www.ncbi.nlm.nih.gov/pubmed/22369503
https://doi.org/10.1093/sysbio/syy032
https://www.ncbi.nlm.nih.gov/pubmed/29718447
https://doi.org/10.1111/ele.12156
https://www.ncbi.nlm.nih.gov/pubmed/23848846
http://www.respond2articles.com/MEE/
https://doi.org/10.1111/j.2041-210X.2011.00169.x
https://doi.org/10.1111/jbi.12573
https://doi.org/10.2307/2410994
https://www.ncbi.nlm.nih.gov/pubmed/28565128
https://doi.org/10.1186/1471-2148-8-220
https://www.ncbi.nlm.nih.gov/pubmed/18662376
https://doi.org/10.1016/j.ympev.2007.10.019
https://www.ncbi.nlm.nih.gov/pubmed/18328735
https://doi.org/10.1126/science.aar5452
https://www.ncbi.nlm.nih.gov/pubmed/30026200
https://doi.org/10.1093/sysbio/syx084
https://www.ncbi.nlm.nih.gov/pubmed/29088474
https://doi.org/10.1016/j.tree.2007.11.005
https://www.ncbi.nlm.nih.gov/pubmed/18289716
https://doi.org/10.1111/jbi.13752
https://doi.org/10.2192/URSUS-D-19-00031.3
https://doi.org/10.1016/j.gecco.2022.e02145
https://doi.org/10.1111/j.1461-0248.2012.01855.x
https://doi.org/10.1139/as-2015-0027
https://doi.org/10.1093/jmammal/gyab033
https://doi.org/10.3417/2013040


Diversity 2024, 16, 223 14 of 14

62. Sheng, G.L.; Barlow, A.; Cooper, A.; Hou, X.D.; Ji, X.P.; Jablonski, N.G.; Zhong, B.-J.; Liu, H.; Flynn, L.J.; Yuan, J.-X.; et al. Ancient
DNA from giant panda (Ailuropoda melanoleuca) of south-western China reveals genetic diversity loss during the Holocene. Genes
2018, 9, 198. [CrossRef] [PubMed]

63. Lindqvist, C.; Schuster, S.C.; Sun, Y.; Talbot, S.L.; Qi, J.; Ratan, A.; Tomsho, L.P.; Kasson, L.; Zeyl, E.; Aars, J.; et al. Complete
mitochondrial genome of a Pleistocene jawbone unveils the origin of polar bear. Proc. Natl. Acad. Sci. USA 2010, 107, 5053–5057.
[CrossRef]

64. McLellan, B.N.; Proctor, M.F.; Huber, D.; Michel, S. Ursus arctos (amended version of 2017 assessment). IUCN Red List Threat.
Species 2017, e.T41688A121229971. [CrossRef]

65. Wong, T.S.; Servheen, C.; Ambu, L. Food habits of malayan sun bears in lowland tropical forests of Borneo. Ursus 2002, 13,
127–136.

66. Laurie, A.; Seidensticker, J. Behavioural ecology of the sloth bear (Melursus ursinus). J. Zool. 1977, 182, 187–204. [CrossRef]
67. Eggleton, P.; Tayasu, I. Feeding groups, lifetypes and the global ecology of termites. Ecology 2001, 82, 253–261. [CrossRef]
68. Bignell, D.E.; Roisin, Y.; Lo, N. Biology of Termites: A Modern Synthesis; Springer Science & Business Media: Berlin, Germany, 2011.
69. Steinmetz, R.; Garshelis, D.L.; Chutipong, W.; Seuaturien, N. The shared preference niche of sympatric asiatic black bears and sun

bears in a tropical forest mosaic. PLoS ONE 2011, 6, e14509. [CrossRef]
70. Steinmetz, R.; Garshelis, D.L.; Chutipong, W.; Seuaturien, N. Foraging ecology and coexistence of Asiatic black bears and sun

bears in a seasonal tropical forest in Southeast Asia. J. Mammal. 2013, 94, 1–18. [CrossRef]

Disclaimer/Publisher’s Note: The statements, opinions and data contained in all publications are solely those of the individual
author(s) and contributor(s) and not of MDPI and/or the editor(s). MDPI and/or the editor(s) disclaim responsibility for any injury to
people or property resulting from any ideas, methods, instructions or products referred to in the content.

https://doi.org/10.3390/genes9040198
https://www.ncbi.nlm.nih.gov/pubmed/29642393
https://doi.org/10.1073/pnas.0914266107
https://doi.org/10.2305/IUCN.UK.2017-3.RLTS.T41688A121229971.en
https://doi.org/10.1111/j.1469-7998.1977.tb04155.x
https://doi.org/10.1046/j.1440-1703.2001.00444.x
https://doi.org/10.1371/journal.pone.0014509
https://doi.org/10.1644/11-MAMM-A-351.1

	Introduction 
	Materials and Methods 
	Occurrence Records 
	Bioclimatic Variables 
	Environmental Characterization 
	Time-Calibrated Bayesian Ultrametric Tree 
	Phyloclimatic Analysis 

	Results 
	Niche Modeling Analysis 
	Phyloclimatic Analysis 

	Discussion 
	Ecological Niche and Phylogeography of the Extant Bear Species 
	Environmental Adaptation, Niche Conservatism, and Niche Evolution 
	Geographic Ranges, Environmental Preferences, and Niche Trajectories 
	Implications for Conservation and Management 

	References

