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1  | INTRODUC TION

The global human population strongly increased across the 20th cen-
tury and is projected to further increase through the 21st century 
(Crutzen, 2002; UN/DESA, 2017). China has a long and well-known 

history of dense human settlement dating back around 4,000 years. 
In recent times, however, China has experienced a rapid population 
increase unparalleled anywhere else in the world. From 1950 to 2018 
alone, the Chinese population increased from 550 million to 1.4 bil-
lion (worldometers.info), making it the world's most populous country.
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Abstract
China is one of the most species-rich countries in the world, harboring many rare 
gymnosperms. Following recent human-led loss of forests, China is now experiencing 
increases in forest cover resulting from efforts of reforestation schemes. As anthro-
pogenic activities have previously been found to interact with topography in shaping 
forest cover in China and considering the large human population and the ongoing 
population increase of the country, it is important to understand the role of anthro-
pogenic pressures relative to environmental drivers for shaping species distributions 
here. Based on the well-established relationship between human population density 
and topography, we propose a hypothesis for explaining species distributions in a 
country dominated by human activities, predicting that species are more likely to 
occur in areas of steep topography under medium human population densities com-
pared to low and high human population densities. Using species occurrence data 
from the Chinese Vascular Plant Distribution Database along with a common SDM 
method (maximum entropy modeling), we tested this hypothesis. Our results show 
that steep topography has the highest importance for predicting Chinese gymno-
sperm species occurrences in general, and threatened species specifically, in areas 
of medium human population densities. Consequently, these species are more often 
found in areas of steep terrain, supporting the proposed hypothesis. Results from 
this study highlight the need to include topographically heterogeneous habitats 
when planning new protected areas for species conservation.
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China's large population increase and the associated development 
in agriculture and infrastructure have led to ecosystem degradation 
and deforestation, putting many species under severe pressure and 
causing a strong need for conservation and restoration efforts (Isbell 
et al., 2017; Li, 2004). One of the main drivers of deforestation in 
China has been the demand for wood products, both for national 
use and for export (Wang, Innes, Lei, Dai, & Wu, 2007). The decline 
of forests in China has been recognized since the 1950s, and policies 
have been implemented to counteract this development, albeit their 
effectiveness has been debated (Robbins & Harrell, 2014). In 1998, 
following a series of destructive floods in southwestern China, re-
sulting from logging operations beginning in the 1950s, new nation-
al-scale reforestation initiatives were introduced. The Natural Forest 
Protection Program (NFPP) and the Returning Farmland to Forest 
Program have since cooperated in protecting and restoring forests, 
through logging bans and plantations in many parts of China (Robbins 
& Harrell, 2014; Wang et al., 2007). Due to these policies—as well 
as socioeconomically driven land abandonment—China's forest 
cover increased from 8.6% in 1949 to 20% in 2003 (Liu, Liu, Chen, & 
Long, 2010; Robbins & Harrell, 2014; Zhang & Song, 2006), although 
mostly by species-poor plantations that do not represent the same 
level of biodiversity as natural forests (Hua et al., 2016). Despite the 
increasing focus on environmental protection, many plant species in 
China are continually threatened by human activities such as logging, 
harvesting of wild plants, and agricultural development (Volis, 2016).

Besides being the world's most populous country, China is 
also one of the most species-rich countries in the world, containing 
around 33,000 species of vascular plants whereof almost half are 
endemics (Huang, Chen, Ying, & Ma, 2011). Many of these endem-
ics are so-called paleo-endemics, relicts of formerly widespread taxa 
that declined due to late-Cenozoic climate changes (Crisp & Cook, 
2011; Eiserhardt, Borchsenius, Plum, Borchsenius, Plum, Ordonez, 
& Svenning, 2015), surviving the Quaternary glaciations in mountain 
ranges of southern China (López-Pujol, Zhang, & Ge, 2006). Paleo-
endemics are represented by both angiosperms and gymnosperms in 
China. Globally, gymnosperms represent one of the most vulnerable 
groups of living species with almost 40% of all species threatened ac-
cording to the International Union for Conservation of Nature (IUCN) 
Red List (Brummitt et al., 2015; Fragnière, Bétrisey, Cardinaux, Stoffel, 
& Kozlowski, 2015), and China is host to more than 10% of the most 
threatened evolutionary distinct species (so-called EDGE species) of 
this group (Forest et al., 2018). China thus constitutes a global hotspot 
for gymnosperm diversity, with ~250 species and many threatened, 
relict lineages such as Ginkgo biloba, Cathaya argyrophylla, and Taiwania 
cryptomerioides (Eiserhardt, Borchsenius, Sandel, Borchsenius, Sandel, 
Kissling, & Svenning, 2015; López-Pujol et al., 2006; Qian, 2001).

Historically, human activities such as land-use intensification and 
unsustainable exploitation of resources have been associated with local 
and regional extirpations of plant species in China (Feng, Mao, Benito, 
Swenson, & Svenning, 2017; Sun, Zhou, Zhang, & Chen, 2011). One 
example of this is the extinction of fir (Abies) in the Liupan Mountains 
in the past 2,000 years (Sun et al., 2011). In this case, regional climatic 
changes most likely caused a decrease in fir-tree numbers before 2,200 

years BP, after which human activities such as fire and logging likely 
caused a further decrease leading to very small, fragmented popula-
tions that were highly sensitive to disturbances, eventually going ex-
tinct. Xiang (2001) in Sun et al. (2011) reports that a number of Abies 
species in China have similarly small, fragmented populations, and as 
their distribution patterns are influenced by the interaction of climate 
with human activities, these species are especially vulnerable to ex-
tinction (Sun et al., 2011). Likewise, Tang et al. (2011) found the re-
maining population of the relict conifer Metasequoia glyptostroboides in 
China to be detrimentally affected by human activities.

Steep topography may buffer species against anthropogenic 
pressures (Sandel & Svenning, 2013; Silva, Metzger, Simões, & 
Simonetti, 2007). Recently, forest cover in China was found to be 
shaped by topographic slope and this association was affected 
by human population density, so that in areas with higher human 
population density, the association of forest cover with steep 
slopes was higher than in areas of lower human population den-
sity (Nüchel, Bøcher, & Svenning, 2019). Such an interactive effect 
has also been observed for mammals in China (Li, Pan, & Oxnard, 
2002; Li et al., 2015), and it is reasonable to suspect that a similar 
effect exists for Chinese gymnosperm distributions. In fact, relict 
tree species in China may be constrained to regions of rugged to-
pography not just from its protection against anthropogenic hab-
itat loss and overexploitation, but also because such areas have 
persistent long-term suitable conditions on deeper time scales 
(Feng, Mao, Sandel, Swenson, & Svenning, 2016; Tang, Ohsawa, & 
Yang, 2014) (Figure 1). An example of such threatened relict spe-
cies is the paleo-endemic relict conifer Cathaya argyrophylla that 
currently only exists on the rugged, steep slopes of Mt Bamian 
and Mt Jinfo in southern China (Tang et al., 2014; Xie, Chen, Jiang, 
Huang, & Zhu, 1994).

Based on the relationship between human population density 
and topography (Sandel & Svenning, 2013), we developed a hy-
pothesis for explaining the distribution of gymnosperms in a hu-
man-dominated country such as China. Most species rely on natural 
habitats for their survival and cannot survive in intensely used 

F I G U R E  1   Pine trees (Pinus sp.) growing on steep mountains in 
Zhangjiajie National Forest Park, Hunan Province, China (Photo by 
D. A. Jensen)
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agricultural and urban areas. In regions within the natural range of 
a species, a certain area of natural habitat exists where the species’ 
ecological requirements are met. The amount of natural habitat in 
a region is determined by the intensity of human activity in that 
region, and therefore more natural habitats are available in regions 
of low human activity compared to regions of high human activ-
ity. The natural habitats found in regions of low human activity are 
distributed more or less equally irrespective of topography. In re-
gions of medium human activity, however, remnant natural habi-
tats predominantly occur in areas of steep topography that are of 
limited utility for human use. In contrast, in regions of high human 
activity, land use is intense irrespective of topography and the lo-
cations of any remnant patches of natural habitat may be largely 
determined by societal contingencies. Based on this hypothesis, we 
expect species that occur in regions of medium human activity to 
be more associated with steep topography than species in regions 
of low or high human activity. Further, we expect human-sensitive 
(rare) species to show a stronger association with steep topography 
than common species, given their stronger dependence on natural 
habitats.

In the present study, we focus on how the interaction between 
environmental and human factors shapes the distribution of gymno-
sperm species in China. We are especially interested in the poten-
tially interacting effects of topography (habitat variation, mountain 
ranges, etc.) and human factors (population density, current and 
historic) on gymnosperm species distributions. Using species distri-
bution models (SDMs) to analyze the relative importance of human 
and environmental factors, we address the following hypotheses: (a) 
Rare, threatened species are more strongly associated with areas of 
steep terrain than common, nonthreatened species; and (b) if this 
association with steep terrain is human-induced, we expect to see 
a stronger association with steep topography in areas of medium 
human population densities compared to areas of low and high 
human population densities.

2  | METHODS

2.1 | Species distributional data

The species data were obtained from the Chinese Vascular Plant 
Distribution Database. The database has been assembled over the 
last 10 years by the Biodiversity and Biosafety Group at the Institute 
of Botany, Chinese Academy of Sciences. The database consists of 
native species occurrence records collected in the period 1900–pre-
sent time, with the majority of collections made after 1950, from 
both museum inventory reports and published literature such as flo-
ras and checklists at a national, provincial, and regional level (Huang 
et al., 2011). Standardization of taxonomic names in the database 
was done according to Catalogue of Life China (Checklist 2015, http://
www.sp2000.org.cn/) and Flora of China (http://foc.eflora.cn/). 
For this study, only gymnosperm species were considered and the 
dataset used here contains 243 species at species and subspecies 

level (covering all Chinese gymnosperms). Species occurrences are 
represented at the county level (2,380 counties), and each occur-
rence is considered a presence. In order to use these occurrences in 
species distribution modeling, the centroid of each county polygon 
was selected as species presence point data. To avoid uncertainties 
of using the centroid of each county as the presence of the species, 
counties with an area larger than 10,000 km2 were excluded leav-
ing 2,212 counties for further analysis, and consequently excluding 
much of the large desert areas in the northwestern part of China. In 
the first analysis, all species were considered, but prior to the species 
distribution modeling process, species with <10 occurrences were 
excluded to enhance the quality of model predictions, leaving 163 
species for modeling.

2.2 | Explanatory variables

Climate data were obtained from the bioclimatic variables avail-
able at WorldClim (Hijmans, Cameron, Parra, Jones, & Jarvis, 2005), 
where a set of temperature and precipitation data was chosen based 
on the importance for year-round tree survival. Mean annual tem-
perature, with the bioclimatic variable code BIO1, and annual pre-
cipitation (BIO12) were chosen based on the common use of these 
data in describing species distributions on a large scale. Minimum 
temperature (BIO6), temperature seasonality (BIO7), and precipita-
tion of driest month (BIO14) were chosen based on the belief that 
they are more directly linked to species survival; for example, the 
minimum temperature is more likely to represent an environmental 
limitation for tree growth than the annual mean. Temperature sea-
sonality was calculated as the annual range in temperature between 
the maximum value of the warmest month and the minimum value 
of the coldest month.

Furthermore, a dataset containing elevation was gathered from 
WorldClim as well. Topographic range (TR) was estimated as the 
maximum difference in elevation within each county and used 
as a proxy for steep terrain (a larger TR equals steeper terrain) 
in the further analyses. To ensure congruence among the topo-
graphic range variable and other steepness indicators, analyses 
were performed comparing topographic range values with both 
topographic maximum values as well as standard deviation (SD) of 
the topographic range in each county. The Spearman correlations 
were >0.90 (range ~ maximum = 0.93, range ~ SD = 0.98), support-
ing the use of topographic range as a proxy for steep terrain. All 
the environmental data had a resolution of 30 arc seconds (~1-km2 
grid cells at the equator).

Human influence variables included population density esti-
mates, one current (2015CE) and three historic (2000BCE, 0CE, and 
1100CE) (Klein Goldewijk, Beusen, Van Drecht, & De Vos, 2011), as 
well as a human influence index (Hii). Despite human population data 
from 1975 CE being a better temporal match for the species occur-
rence data, we chose to use the 2015 CE human population den-
sity variable, since it is highly correlated with 1975 CE (Spearman's 
r = 0.97), and it likely has a higher accuracy as well.

http://www.sp2000.org.cn/
http://www.sp2000.org.cn/
http://foc.eflora.cn/
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The human influence index is constructed from several hu-
man-related data layers: human population density, built-up 
areas, nighttime lights, land use/land cover, coastlines, roads, 
railroads, and rivers; and provides a score from 0 to 72 where 0 
represents no human influence and 72 the maximum of human 
influence (Sanderson et al., 2002). The human population density 
data were retrieved from the HYDE database (HYDE v3.1, http://
thema sites.pbl.nl/tridi on/en/thema sites/ hyde/basic drivi ngfac 
tors/popul ation/ index-2.html), while the human influence index 
was obtained from the “Last of the Wild v2” collection (http://
sedac.ciesin.colum bia.edu/data/set/wilda reas-v2-human-influ 
ence-index-geogr aphic ).

Variables were processed prior to modeling to standardize data 
to the same projection, grid cell size, and spatial extent and to com-
pute the topographic range variable. Standard procedures (Zonal 
statistics) were used to combine the datasets into a resolution 
matching the coarsest dataset (county scale) by computing the mean 
of each variable within each county. To avoid multicollinearity prob-
lems, the final set of variables for the analyses was selected based 
on variance inflation factor (VIF) values, using a threshold of 5. The 
selected variables were temperature seasonality (BIO7), precipita-
tion of driest month (BIO14), topographic range, population density 
at 0CE, population density at 2015CE, and human influence index 
(Hii) (Table 1).

2.3 | Introductory analysis

2.3.1 | Species association with topography and 
human population density

To test the first hypothesis, that is, that rare species are on average 
more associated with steep terrain than common species, we split 
the species into three groups: very rare species (VR), rare species 
(R), and common species (C) based on species occurrence (Table 2). 
Within each group, we estimated the mean topographic range and 
the mean human population density for each species as the mean 
of that variable of all the counties where the species is present. A 
nonparametric analysis of variance (Kruskal–Wallis test) as well as 
a Wilcoxon test (Wilcoxon signed rank) was performed in order to 
compare group means and determine groups that are significantly 
different.

2.4 | Interacting effects of topography with 
human factors

2.4.1 | Species distribution modeling

All species distribution modeling was conducted using the maxi-
mum entropy algorithm (MaxEnt) within the “biomod2” package in 
R (Thuiller, Georges, Engler, Georges, & Thuiller, 2016). We chose 
MaxEnt as it is known to perform well with presence-only data, does 
especially well on datasets with few occurrences, and is not affected 
by locational error in the occurrences (Elith et al., 2006; Graham et al., 
2008; Wisz et al., 2008). As our dataset only contains presences of our 
species, we chose to create pseudo-absences for each species during 
the modeling process. Default modeling options as well as a number 
of fixed settings were used to create all species distribution models. 
Within the BIOMOD functions, a number of settings can be manu-
ally set before modeling. For each model, a defined number (1,000) 
of pseudo-absence points was selected using an intrinsic, random 
strategy within the “BIOMOD_FormattingData” function (Thuiller et 
al., 2016). This random method of selecting pseudo-absence data has 
been shown to provide better models when modeling species distri-
butions (Barbet-Massin, Jiguet, Albert, & Thuiller, 2012). Further, for 
each model the data were split with 80 percent of the data used for 
training the model and 20 percent for testing the model performance. 
Performance testing was an intrinsic part of the modeling process and 
we chose to do two performance tests (evaluation runs) per model. 
Each evaluation run was composed of two runs based on the pseudo-
absence datasets and one run using the full dataset, resulting in three 
models for each evaluation run and thus six models for each species. 
From each model, variable importance and model evaluations, area 
under the curve (AUC), and true skill statistic (TSS) values were ex-
tracted. The metric of variable importance is obtained by a simple cor-
relation analysis between reference model predictions and predictions 
done by using a shuffled version of a given variable. The value of vari-
able importance is then 1 minus the correlation between the reference 
model predictions and the shuffled variable predictions, where a value 
of 1 represents the highest importance and a value of 0 represents 
the lowest importance. Variable importance estimates were averaged 
for all models having an AUC >0.80 (Thuiller et al., 2005). Response 

TA B L E  1   Variable names used for analyses

Variable explanation Variable name

Temperature seasonality (BIO7) TempSeason

Precipitation of driest month (BIO14) PrecipDM

Topographic range TR

Human population density at 0CE HPDHist

Human population density at 2015CE HPDCur

Human influence index Hii

TA B L E  2   Species groups considered in the introductory 
analyses

Group Explanation N species N counties

Very rare (VR) Species 
occurrence ≤ 10

80 179

Rare (R) Species occurrence 
11–99

84 703

Common (C) Species occurrence 
100–787

77 2006

Notes: Group = name of each group; Explanation = an explanation for 
the division of the groups; N species = the number of species in the 
group; and N counties = the number of counties that are covered by the 
group.

http://themasites.pbl.nl/tridion/en/themasites/hyde/basicdrivingfactors/population/index-2.html
http://themasites.pbl.nl/tridion/en/themasites/hyde/basicdrivingfactors/population/index-2.html
http://themasites.pbl.nl/tridion/en/themasites/hyde/basicdrivingfactors/population/index-2.html
http://sedac.ciesin.columbia.edu/data/set/wildareas-v2-human-influence-index-geographic
http://sedac.ciesin.columbia.edu/data/set/wildareas-v2-human-influence-index-geographic
http://sedac.ciesin.columbia.edu/data/set/wildareas-v2-human-influence-index-geographic


1842  |     JENSEN Et al.

curves were generated for selected variables based on model predic-
tions using the Loess regression method and these plots were then 
used to support and validate patterns obtained through the variable 
importance metric.

To address the possible interaction of topographic range with 
human factors, the explanatory data were split according to zones 
of human population density (0–200, 200–600, 600–1500 per-
sons/km2; Figure 2), that is, low, medium, and high human popula-
tion density (LowHPD, MediumHPD, HighHPD), respectively. We 
chose the cutoffs between the zones in order to represent the ex-
tremes in human population density better, as the aim of our study 
is to investigate the effect of human activity. This means that we 
made conservative cutoffs for the low- and high-human-popu-
lation-density zones, avoiding urban areas in the LowHPD zone 
while including only densely populated areas in the HighHPD zone. 
One species distribution model was created for each species for 
each zone. Not all species were present in all zones, so species that 
were only present in a single zone were excluded. Species-specific 

differences were explored by grouping variable importance es-
timates according to species IUCN status, reflecting their sensi-
tivity to human influence and climate change. Two groups were 
identified: nonthreatened (all species assessed as least concern, 
LC; or near threatened, NT) and threatened (all species assessed 
as vulnerable, VU; endangered, EN; or critically endangered, CR). 
For each group of species, the variable importance estimates were 
compared between the three human population density zones, 
and ANOVAs (Tukey's HSD method) were carried out to separate 
the zones according to significance levels. Response curves were 
generated for each of the two species groups as well as for each 
individual species within the threatened species group. To explore 
if current Chinese land-use policies regarding topography have ev-
ident effects in our data, we generated a new slope variable within 
each county (maximum slope) and plotted this variable against the 
model predictions.

To strengthen the analysis and for validating patterns within 
the results, a set of species were selected based on their relation 

F I G U R E  2   Map of China showing human population zones based on current population density. Only counties with an area less than 
10,000 km2 were considered. LowHPD = low human population density, which contains human population densities from 0 to 200 persons/
km2; MediumHPD = medium human population density, which contains human population densities from 200 to 600 persons/km2; and 
HighHPD = high human population density, which contains human population densities from 600 to 1,500 persons/km2. Insert shows the 
islands in the China South Sea. The map projection used here is the Albers Equal Area Conic projection

LowHPD

MediumHPD

HighHPD

South Sea Islands

Nine lines boundary

0 1.000 2.000500
Kilometers

0 530 1.060265
Kilometers
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to human activity, forming two groups that we named human-sen-
sitive and human-promoted species. The human-sensitive species 
group contains Abies ernestii and Taxus wallichiana, which are both 
slow-growing, late-maturing tree species with populations that are 
affected by human influence such as logging and other nonsus-
tainable use (Thomas & Farjon, 2011; Xiang & Rushforth, 2013). 
The human-promoted species group contains Pinus massoniana 
and Cunninghamia lanceolata, two species that historically have 
been favored by humans and thus are widely planted for forestry 
purposes in plantations, in parks, and on temple grounds (Dou et 
al., 2013; Farjon, 2013; Kuang, Sun, Wen, Zhou, & Zhao, 2008; 
Li & Ritchie, 1999; Xiang, Christian, & Zhang, 2013). Response 
curves for these species were used for validating the patterns 

of variable importance of the two IUCN groups, threatened and 
nonthreatened.

3  | RESULTS

3.1 | Introductory analysis

Very rare and rare species were found to generally occur in areas with 
steeper slopes and lower human population densities than common 
species (Figure 3, Table 3).

F I G U R E  3   Boxplots representing 
mean values of species in three groups: 
very rare, rare and common species. 
Panel (a) shows the distribution of species 
means of topographic range (TR) for 
the three groups. Panel (b) shows the 
distribution of species means of human 
population density (HPD) on a logarithmic 
scale for the three groups. Letters above 
boxes represent significant differences 
in mean values among the groups; that is, 
identical letters represent similar means 
and dissimilar letters represent different 
means, according to a Wilcoxon rank-sum 
test (Table 3) Species Group
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3.2 | Interacting effects of topography with 
human factors

After eliminating all models with AUC values below 0.8, the mean 
of the AUC values of the models used for analyzing the hypotheses 
were all above 0.9, while the mean of the associated TSS values were 
all above 0.79 (Table 4).
3.2.1 | All species

Topographic range had a higher importance as a predictor of spe-
cies occurrence at medium human population density than at low 
or high human population density (Figure 4, Table 5). Contrastingly, 
the human influence variables, current human population density 
and historic human population density had significantly lower im-
portance at medium human population density compared to low 
human population density, with the human influence index variable 
showing an opposite relationship (Figure 4, Table 5).

3.2.2 | Nonthreatened versus threatened species

Considering the nonthreatened species alone, the importance of 
topographic range was not significantly different between the 
human population density zones (Figure 5a, Table 5). Response 
plots for the topographic range variable however, showed a 

general positive response in all three zones, with the probabil-
ity of species occurrence increasing with increasing topographic 
range (Figure 6a). The two human influence variables current 
human population density and human influence index showed a 
significant difference in variable importance between the low- 
and medium-human-population-density zones (Figures 5a and 6a, 
Table 5).

In contrast, considering only the threatened species, the im-
portance of topographic range was significantly higher at medium 
human population density compared to low and high human pop-
ulation density (Figure 5b, Table 5). Similarly, the response plot for 
the topographic range variable showed a marked positive increase in 
probability of occurrence with increasing topographic range (steep-
ness) in the medium-human-population-density zone (Figure 6b). All 
human influence variables showed low variable importance, and we 
found no significant differences between the zones for any of them 
(Table 5, Figures 5b and 6b). Response plots for the topographic 
range variable, for each individual species in the threatened species 
group showed that at least some species have a threshold-like re-
sponse to topography and the linear trend that was seen for this 
group overall (Figure 6b) at least partially is a product of averaging 
across these individual species thresholds (Figures A1 and A2).

The plot generated to assess if there are evident effects of 
Chinese land-use policies (stating that slopes >15° are unsuitable for 
cultivation) on gymnosperm species occurrences shows that for all 
zones and for both species groups, there is an increase in the prob-
ability of occurrence with increasing slope values. For species in 
the medium-human-population-density zone, there is a shift in the 
probability of occurrence for the two groups at a slope value of ap-
proximately 15°, so that the threatened species are more probable 
to occur above this slope value (Figure 8), that is, as expected from 
the initial hypothesis that rare, threatened species are more strongly 
associated with steep terrain than common species.

3.2.3 | Validation of results using human-
sensitive and human-promoted species

We found a strong positive response to topographic range, with the 
strongest relationships for the human-sensitive species as well as 
for the human-promoted species C. lanceolata in the high-human-
population-density zone (Figure 7a,b).

TA B L E  3   Results of the pairwise comparison tests (Wilcoxon 
rank-sum test)

Pairwise comparisons, Wilcoxon rank-sum test

 Common Rare

Topographic range

Rare 0.0029 –

Very rare 0.0066 0.8827

Current human population density

Rare 2 × 10–7 –

Very rare 0.0046 0.4609

Notes: Top: Results from the first test comparing mean topographic 
range between species groups. Bottom: results of the second test 
comparing mean human population density between species groups. 
Group names are explained in Table 2. Numbers in bold show significant 
(p < .05) difference between groups.

Dataset Number of models AUC (SD) TSS (SD)

LowHPD 134 0.924 (0.038) 0.801 (0.104)

MediumHPD 89 0.911 (0.050) 0.792 (0.142)

HighHPD 47 0.905 (0.044) 0.799 (0.112)

All data 145 0.926 (0.043) 0.798 (0.121)

Notes: AUC and TSS values are presented as the mean of the selected models for all species 
within each dataset. SD represents the standard deviation of the mean. LowHPD = low-
human-population-density zone; MediumHPD = medium-human-population-density zone; 
HighHPD = high-human-population-density zone; All data = no zones.

TA B L E  4   AUC and TSS values of the 
models selected for further analyses
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Response plots for the human-sensitive species show a positive 
response to topographic range especially in the medium-human-pop-
ulation-density zone, while the response to human population den-
sity is generally negative or neutral (Figure 7a). Response plots for 
the human-promoted species show a mixed response to topographic 
range, generally neutral, but turning increasingly positive at high 
values of topographic range (Figure 7b). The responses to human 
population density range from neutral in the low-human-popula-
tion-density zone, a strong positive response for Cunninghamia lan-
ceolata in the medium human population density, to a strong positive 
response for Pinus massoniana in the high-human-population-den-
sity zone (Figure 7b).

4  | DISCUSSION

In this study, we used a common SDM method to investigate how 
environment and human activity interact in shaping gymnosperm 
species distributions in China. We were specifically interested in the 
interaction between steep topography and human activity, as these 
have previously been found to interact in, for example, shaping for-
est cover and the distribution of certain mammal species. The specific 
hypothesis that we wanted to test was that species (especially threat-
ened or rare) are more associated with a steep topography in regions 
of medium human activity because a large amount of natural habitat 
exist here but only in places of limited human activity, that is, on steep 

F I G U R E  4   Variable importance 
values for all species analyzed by human 
population density zone. Zone 1 = low-
human-population-density zone; zone 
2 = medium-human-population-density 
zone; and zone 3 = high-human-
population-density zone. Number of 
species in zone 1 = 129; number of 
species in zone 2 = 90; and number of 
species in zone 3 = 47. For variable names 
explained, see Table 1. Significance of 
the topographic range variable between 
the zones is displayed using the following 
significance levels: ns = p > .05, * = p ≤ .05, 
** = p ≤ .01, *** = p ≤ .001
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TA B L E  5   Results from ANOVA tests performed to explore differences in variable importance estimates obtained from SDM modeling

Zone Group

p-value

TR TempSeason PrecipDM HPDCur HPDHist Hii

L vs. M All species 1.86 × 10–3 1.5 × 10–4 0.918 0.006 0.020 0.008

Nonthreatened 0.469 0.020 0.502 0.011 0.083 0.007

Threatened 9.14 × 10–4 8.79 × 10–3 0.78 0.441 0.203 0.452

L vs. H All species 0.562 3.87 × 10–4 1.00 0.196 0.999 0.892

Nonthreatened 0.528 0.007 0.972 0.343 0.994 0.839

Threatened 0.956 0.155 0.923 0.531 0.587 0.53

M vs. H All species 1.08 × 10–3 0.857 0.958 0.749 0.107 0.153

Nonthreatened 0.128 0.726 0.778 0.574 0.172 0.010

Threatened 0.016 0.959 0.996 0.978 0.973 0.975

Notes: SDMs were fitted for each species group (all, nonthreatened, and threatened) within each zone (L, M, H). P-values from the ANOVA tests 
are reported here. Bold indicates p < .05. Zone = zones compared; for example, zone L versus M compares the low-human-population-density zone 
with the medium-human-population-density zone. Zone L = low human population density; zone M = medium human population density; and zone 
H = high human population density. For variable names explained, see Table 1.
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slopes. From the results, we find that rare species occur more often in 
areas with high topographic range and low human population density 
compared to common species. Our results further show that human 
activity does shape species distributions through interactions with 
topography, with a stronger importance of topography at medium 
human population densities, especially for threatened species, show-
ing that steep terrain provides partial refuge against human pressures.

4.1 | Species association with topography and 
human population density

Results from the introductory analyses addressing the question 
about species association with topography and human population 

density revealed that very rare and rare species are generally found 
in areas of higher topographic range and lower human population 
density than common species (Figure 3). This finding, that rare spe-
cies are more often found in areas of higher topography, is sup-
ported by the literature where rare species often occur in habitats 
that are unsuitable for human use, such as steep slopes in mountain 
areas (Lavergne, Thuiller, Molina, & Debussche, 2005; Zhang & Ma, 
2008). However, we cannot simply conclude that rare species are 
just naturally occurring in mountain areas nor that they have been 
constrained to these areas by human activity. Some rare species 
are considered naturally associated with certain habitats, although 
at least some of these species display this association because of 
historic anthropogenic activities as opposed to more natural causes 
(Cromsigt, Kerley, & Kowalczyk, 2012). However, it is not within the 

F I G U R E  5   Panel (a): Variable 
importance values for the nonthreatened 
species analyzed within zones of human 
population density. Panel (b): Variable 
importance values for the threatened 
species analyzed within zones of human 
population density. Zone 1 = low-
human-population-density zone; zone 
2 = medium-human-population-density 
zone; and zone 3 = high-human-
population-density zone. For variable 
names explained, see Table 1. Significance 
of the topographic range variable between 
the zones is displayed using the following 
significance levels: ns = p > .05, * = p ≤ .05, 
** = p ≤ .01, *** = p ≤ .001
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scope of this study to distinguish the cause of the association of rare 
species with topographic range, but rather to investigate the interac-
tion of this association with human activity.

4.2 | Interacting effects of topography with 
human factors

Results from the analysis addressing the possible interaction of 
topography with human activity, show that species in general and 
threatened species specifically, are more associated with steep to-
pography in areas of medium human population densities (Figures 4 

and 5b). Although there is no significant difference in importance of 
topographic range across the zones for the nonthreatened species 
group, response plots for both groups show a positive relationship 
with topographic range (Figure 6), suggesting that steep topography 
provide some level of buffering against human pressures for threat-
ened and nonthreatened gymnosperm species alike. These findings 
support our hypothesis that human activity creates a landscape of 
patchy natural habitats that leave most room for especially threat-
ened species in areas of steep topography in regions of medium 
human activity. In the regions of low human activity, natural habitats 
exist across the entire topographic range, and species are able to oc-
cupy their optimal habitat. In regions of high human activity, human 

F I G U R E  6   Response plots from 
maximum entropy (MaxEnt) models for 
the topographic range and the current 
human population density variables in 
the three human population density 
zones. LowHPD = low-human-population-
density zone; MediumHPD = medium-
human-population-density zone; and 
HighHPD = high-human-population-
density zone. Panel (a) shows response 
plots for the group of nonthreatened 
species while panel (b) shows response 
plots for the group of threatened species. 
Regression lines display the mean (± 
1STD) response of all the species in the 
zone using the Loess regression method

HighHPDLowHPD MediumHPD

Pr
ob

ab
ilit

y o
f o

cc
ur

re
nc

e
Pr

ob
ab

ilit
y o

f o
cc

ur
re

nc
e

0.00

0.25

0.50

0.75

1.00

0 2,000 4,000
Topographic range

(meters)

0.00

0.25

0.50

0.75

1.00

0 2,000 4,000
Topographic range 

(meters)

0.00

0.25

0.50

0.75

1.00

0 1 2 3 4
Human population density
(Log10(people per km2))

0.00

0.25

0.50

0.75

1.00

0 1 2 3 4

Human population density
(Log10(people per km2))

(a)

(b)



1848  |     JENSEN Et al.

land use is intense regardless of topography, and natural habitats 
exist in patches within this matrix of human land use so that species 
are forced to occupy any available habitats. In these cases, we did 
not expect to see a high association with mountain ranges, and our 
results support this as the importance of topographic range is signifi-
cantly lower in the low- and high-human-population-density zones 

compared to the medium-human-population-density zone (Figures 
4 and 5b). In the regions of medium human activity, however, natu-
ral habitats exist in largest amounts where conditions do not allow 
for human utilization, for example, steep slopes. In this case, we ex-
pected to see a high association of species occurrence with topog-
raphy, and our results do show a higher importance of topography in 

F I G U R E  7   Response plots from maximum entropy (MaxEnt) models. Panel (a): human-sensitive species, Abies ernestii and Taxus 
wallichiana. The species only occurred in two of the three human population density zones. Colors denote zones: light blue = low-human-
population-density zone; and dark blue = medium-human-population-density zone. Line type denotes species: hard line = Abies ernestii; and 
broken line = Taxus wallichiana. Panel (b): human-promoted species, Pinus massoniana and Cunninghamia lanceolata. Colors denote zones: dark 
blue = low-human-population-density zone; dark purple = medium-human-population-density zone; and light blue = high-human-population-
density zone. Line type denotes species: hard line = Cunninghamia lanceolata; and broken line = Pinus massoniana. Regression lines display the 
mean (± 1STD) response using the Loess regression method
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the medium-human-population-density zone for all species in gen-
eral and threatened species specifically (Figures 4 and 5b).

It has previously been established that human activities have had 
a direct impact on species distributions in China. For example, range 
contractions and extinctions of certain Chinese mammals have been 
linked to the expansion of the human population as well as inten-
sified human activities (Li et al., 2015; Zhao, Ren, Garber, Li, & Li, 
2018). These findings support the idea that anthropogenic pressures 
have the ability to shape species distributions. In this study, we find 
that species, especially threatened species, display a higher associ-
ation with topographic range at medium human activity. An asso-
ciation with steep topography is not necessarily a human-induced 
effect though, since rare species are often naturally associated with 
mountain ranges (Sandel et al., 2011). However, given the interaction 
of the topographic effect with threat status and with human popu-
lation density, it is likely that some of these species that are thought 
to naturally occur in mountain ranges/steep slopes could really be 
so-called refugee species (Kerley, Kowalczyk, & Cromsigt, 2012). 
Refugee species are species that have been forced into marginal 
habitat by historical human activity. From their current range, these 
species might seem to prefer a certain kind of habitat, although 
their performance here may be suboptimal. In reality, these species 
might perform better in other habitats, but to identify their natural 

preferences requires historical data and experimental approaches 
(Cromsigt et al., 2012). Chinese examples of such species include the 
giant panda (Ailuropoda melanoleuca) and the snub-nosed monkeys 
(Rhinopithecus), all of which are considered to be constricted to their 
current ranges because of historical human activities (Han et al., 
2019; Nüchel, Bøcher, Xiao, Zhu, & Svenning, 2018; Wei et al., 2015).

In terms of our study, it seems that there are two scenarios that 
can lead to species having a strong association with topographic 
range – one natural and one human-induced. If it were natural, we 
would not expect to see the strength of this association change 
across the human population density zones. On the other hand, if 
the association were human-induced, we would indeed expect to 
see an interaction of human activity with this association as we do 
in this study (Figures 4 and 5b). A recent study finds a similar inter-
action between slope and tree cover that is affected by human pop-
ulation density (Nüchel et al., 2019). Here, the authors suggest that 
steep slopes might act as refuge for forests since land use in these 
areas is less intense. Another study on Chinese gibbons finds an as-
sociation with topography, similar to our study, where populations 
of gibbon persisted longer at higher elevations and disappeared ear-
lier from the northern and eastern parts of China, consistent with 
the demographic expansion of humans (Turvey, Crees, & Di Fonzo, 
2015). Results from our study similarly suggest that especially 

F I G U R E  8   Plot showing the MaxEnt model predictions plotted against the maximum slope value of each county. Regression lines show 
the mean (± 1STD) and were generated using the Loess method for both threatened (T) and nonthreatened (NT) species in each of the 
human population density zones. Line type denotes species group. Color denotes human population density zone where HZ1 = low-human-
population-density zone; HZ2 = medium-human-population-density zone; and HZ3 = high-human-population-density zone. The background 
points represent all species within all three groups (colors are the same as for the lines). The red vertical line indicates slope = 15 degrees
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threatened species are strongly associated with steep topography, 
and because of the interaction with human population density, this 
association is possibly human-induced or exacerbated. Human land 
use is central to the degradation of natural habitats (Foley et al., 
2005) and it is reasonable to expect to see effects of human land 
use on Chinese gymnosperm species association with topography. 
Studies on Chinese land use in hilly regions, suggest that farmland 
in sloped terrain >15° should be abandoned due to increased soil 
erosion and nitrogen loss (Dong, Liu, & Shi, 2010; Fu et al., 2004). 
Evaluating model predictions from our study against maximum slope 
in each county, suggest that threatened species, more often than 
nonthreatened species, find refuge on steep slopes where human 
cultivation is advised against (Figure 8). This result further supports 
the theory that the association of threatened gymnosperm species 
with steep topography is indeed related to human activity.

To validate the patterns described above, we chose specific spe-
cies known to be either sensitive to human activity or promoted by 
human activity to represent the threatened versus the nonthreat-
ened species groups. Response plots for the human-sensitive spe-
cies show a positive response to topographic range especially in 
the medium-human-population-density zone supporting our idea of 
species being more associated with steep areas here. Further, both 
species show neutral or negative responses to human population 
density in both zones likewise supporting this idea (Figure 7b). In 
contrast, we found a strong positive response to human population 
density in the medium- and high-population-density zones for C. lan-
ceolata and P. massoniana, respectively (Figure 7b). A response like 
this is in line with these species being favored by human activities, 
having often been used in reforestation projects aimed at, for exam-
ple, carbon sequestration and soil-erosion mitigation, or planted in 
parks and temples. Indeed, large parts of the afforestation and re-
forestation efforts in China have been focused on the hilly southern 
regions, where soil erosion following forest logging has been a major 
problem (Zheng et al., 2008).

The resolution of data used for modeling species distributions 
is important to consider. Depending on the specific question that is 
addressed, the resolution needs to match as changes in grain size can 
influence the patterns of species presences (Guisan, Graham, Elith, & 
Huettmann, 2007). The use of coarse-grained data when modeling 
species distributions has in many cases proved to yield similar model 
performances as using finer grained data. In a study investigating 
the influence of grain size on the performance of species distribu-
tion modeling, the authors found that a 10-fold coarsening of the 
grain size did not have a substantial effect on model performance 
(Guisan et al., 2007). Likewise, another study looked at the effect 
of increasing grain size on the size and location of predicted species 
distributions, and found that changes in resolution below 16-fold 
only slightly affected model performance (Seo, Thorne, Hannah, & 
Thuiller, 2009).

The use of coarse-grained species occurrence data could po-
tentially limit the ability of the SDMs to capture the range of each 
explanatory variable and convey more fine-scale topography- and 
climate-related microhabitats that are important for especially 

threatened plant survival and persistence (Austin & Van Niel, 2011). 
However, several studies have found that the effects of topogra-
phy operate at regional to continental scales and at coarse grain 
sizes. One study found that topographic indices better explained 
Rhododendron richness at coarse scale (grain size >1°), while another 
study similarly found that bird species richness was better explained 
at coarse grain sizes (40 and 80 km resolution) owing to climate, to-
pography and human land use operating on these scales (Yamaura, 
Amano, Kusumoto, Nagata, & Okabe, 2011; Yu et al., 2015). Likewise, 
a recent study found that topography acted as a refuge for wolves 
(Canis lupus) at several spatial scales (Grilo et al., 2019). As the choice 
of grain size depends on both the available species and environmen-
tal data and the modeling objectives, we argue that using a coun-
ty-level resolution in this study matches the study question since 
we expect to see the effects of topography at this landscape level.

5  | CONCLUSIONS

The results of this study suggest that gymnosperm species in China in 
general, and threatened species specifically, are affected by human ac-
tivity in such a way that they are more often found in habitats of steep 
topography in regions where human activity is at medium level, in line 
with a buffering effect of steep topography against human pressures 
up to moderate intensity of land use, allowing for natural habitat to exist 
primarily in mountain areas. Many of the Chinese gymnosperm species 
are vulnerable to human impacts and risk extinction, and conservation 
measures should be undertaken to secure the future existence of these 
species in their natural habitats. However, caution should be taken to 
determine if the current habitat of the species is in fact optimal for 
the species in question or if the species qualifies as a refugee species 
and its current range is instead a result of historical human activity. To 
determine this with certainty requires further studies into individual 
species performance in their current habitats (Cromsigt et al., 2012; 
de Medeiros, Hernández-Lambraño, Ribeiro, & Sánchez Agudo, 2018). 
One specific conservation measure to consider is the introduction of 
threatened gymnosperm species into reforestation programs, thus es-
tablishing new populations in areas where deforestation has been the 
major issue. For a long time, reforestation programs have focused on 
planting species-poor stands of trees with fast growth and high yield, 
such as non-native species of Populus and Eucalyptus, but the effect is 
only short-lasting (Cao et al., 2011; Hua et al., 2016; Liu, 2008; Stone, 
2009). Using native species in a mixed-forest setting instead could 
possibly contribute to a longer lasting effect as well as provide higher 
economic and ecological benefits and at the same time, it would serve 
to conserve species distributions in their native range (Hua et al., 2016; 
Stone, 2009). Because of limited enforcement of conservation meas-
ures in China's currently protected areas, species are under a constant 
threat of logging and collecting from local rural communities even 
there (Sang, Ma, & Axmacher, 2011). Therefore, it will also be impor-
tant to enhance enforcement of protection of already protected areas 
to avoid losing the remaining populations of threatened species (Pan et 
al., 2016). Considering ongoing climate change, focus on conservation 
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in areas with varied topography will be vital since such areas better 
allow for species to track climate (Sandel et al., 2011). For this reason, 
protection of current-, along with establishment of new protected 
areas containing a high degree of topographic heterogeneity should be 
a central component in the development of systematic spatial conser-
vation planning in China as well as abroad (Ackerly et al., 2010; Suggitt 
et al., 2018; Theobald, Harrison-Atlas, Monahan, & Albano, 2015).

ACKNOWLEDG MENTS

We thank the Sino-Danish Center (SDC) for funding of DAJ's PhD 
project. JCS also considers this work a contribution to his VILLUM 
Investigator project “Biodiversity Dynamics in a Changing World” 
funded by VILLUM FONDEN (Grant 16549) and his Independent 
Research Fund Denmark|Natural Sciences TREECHANGE project 
(Grant 6108-00078B).

CONFLIC T OF INTERE S T
The authors have no competing interests affecting the work of this 
paper.

AUTHOR CONTRIBUTIONS
All authors designed the study and contributed to the writing. K. Ma 
provided the data. D.A. Jensen analyzed the data and led the writing.

DATA AVAIL ABILIT Y S TATEMENT
Species occurrence data used for building the biomod2 SDMs can 
be accessed on the Dryad online repository (DOI accession number: 
https ://doi.org/10.5061/dryad.v15dv 41s4).

ORCID
Ditte Arp Jensen  https://orcid.org/0000-0002-8172-5243 

R E FE R E N C E S
Ackerly, D. D., Loarie, S. R., Cornwell, W. K., Weiss, S. B., Hamilton, 

H., Branciforte, R., & Kraft, N. J. B. (2010). The geography 
of climate change: Implications for conservation biogeogra-
phy. Diversity and Distributions, 16(3), 476–487. https ://doi.
org/10.1111/j.1472-4642.2010.00654.x

Austin, M. P., & Van Niel, K. P. (2011). Improving species distri-
bution models for climate change studies: Variable selec-
tion and scale. Journal of Biogeography, 38(1), 1–8. https ://doi.
org/10.1111/j.1365-2699.2010.02416.x

Barbet-Massin, M., Jiguet, F., Albert, C. H., & Thuiller, W. (2012). Selecting 
pseudo-absences for species distribution models: How, where and 
how many? Methods in Ecology and Evolution, 3, 327–338. https ://doi.
org/10.1111/j.2041-210X.2011.00172.x

Brummitt, N. A., Bachman, S. P., Griffiths-Lee, J., Lutz, M., Moat, J. F., 
Farjon, A., … Nic Lughadha, E.M. (2015). Green plants in the red: A 
baseline global assessment for the IUCN sampled Red List Index for 
plants. PLoS ONE, 10(8), e0135152.

Cao, S., Chen, L. I., Shankman, D., Wang, C., Wang, X., & Zhang, H. 
(2011). Excessive reliance on afforestation in China’s arid and semi-
arid regions: Lessons in ecological restoration. Earth-Science Reviews. 
Elsevier B.V., 104(4), 240–245. https ://doi.org/10.1016/j.earsc 
irev.2010.11.002

Crisp, M. D., & Cook, L. G. (2011). Cenozoic extinctions account 
for the low diversity of extant gymnosperms compared with 
angiosperms. New Phytologist, 192, 997–1009. https ://doi.
org/10.1111/j.1469-8137.2011.03862.x

Cromsigt, J. P. G. M., Kerley, G. I. H., & Kowalczyk, R. (2012). The 
difficulty of using species distribution modelling for the con-
servation of refugee species—The example of European bison. 
Diversity and Distributions, 18(12), 1253–1257. https ://doi.
org/10.1111/j.1472-4642.2012.00927.x

Crutzen, P. J. (2002). Geology of mankind. Nature, 415(6867), 23–23. 
https ://doi.org/10.1038/415023a

de Medeiros, C. M., Hernández-Lambraño, R. E., Ribeiro, K. A. F., & 
Sánchez Agudo, J. Á. (2018). Living on the edge: Do central and mar-
ginal populations of plants differ in habitat suitability? Plant Ecology, 
219(9), 1029–1043. https ://doi.org/10.1007/s11258-018-0855-x

Dong, J., Liu, J., & Shi, W. (2010). China’s sloping land conversion program 
at the beginning of 21st century and its habitat suitability in typical 
region of Loess Plateau. Journal of Resources and Ecology, 1(1), 36–44. 
https ://doi.org/10.3969/j.issn.1674-764x.2010.01.005

Dou, X., Deng, Q. I., Li, M., Wang, W., Zhang, Q., & Cheng, X. (2013). 
Reforestation of Pinus massoniana alters soil organic carbon 
and nitrogen dynamics in eroded soil in south China. Ecological 
Engineering. Elsevier B.V., 52, 154–160. https ://doi.org/10.1016/j.
ecole ng.2012.12.099

Eiserhardt, W. L., Borchsenius, F., Plum, C. M., Ordonez, A., & Svenning, 
J.-C. (2015). Climate-driven extinctions shape the phylogenetic 
structure of temperate tree floras. Ecology Letters, 18(3), 263–272. 
https ://doi.org/10.1111/ele.12409 

Eiserhardt, W. L., Borchsenius, F., Sandel, B., Kissling, W. D., & Svenning, 
J.-C. (2015). Late Cenozoic climate and the phylogenetic structure of 
regional conifer floras world-wide. Global Ecology and Biogeography, 
24(10), 1136–1148. https ://doi.org/10.1111/geb.12350 

Elith, J., H. Graham, C., P. Anderson, R., Dudík, M., Ferrier, S., Guisan, A., 
… E. Zimmermann, N. (2006). Novel methods improve prediction of 
species’ distributions from occurrence data. Ecography, 29, 129–151. 
https ://doi.org/10.1111/j.2006.0906-7590.04596.x

Farjon, A. (2013). Pinus massoniana, The IUCN red list of threatened species 
2013: e.T42379A2976356. Retrieved from http://www.iucnr edlist.
org/detai ls/42379/ 0

Feng, G., Mao, L., Benito, B. M., Swenson, N. G., & Svenning, J.-C. (2017). 
Historical anthropogenic footprints in the distribution of threat-
ened plants in China. Biological Conservation, 210, 3–8. https ://doi.
org/10.1016/j.biocon.2016.05.038

Feng, G., Mao, L., Sandel, B., Swenson, N. G., & Svenning, J.-C. (2016). 
High plant endemism in China is partially linked to reduced glacial-in-
terglacial climate change. Journal of Biogeography, 43(1), 145–154. 
https ://doi.org/10.1111/jbi.12613 

Foley, J. A., DeFries, R., Asner, G. P., Barford, C., Bonan, G., Carpenter, S. 
R., … Snyder, P. K. (2005). Global consequences of land use. Science, 
309(5734), 570–574. https ://doi.org/10.1126/scien ce.1111772

Forest, F., Moat, J., Baloch, E., Brummitt, N. A., Bachman, S. P., Ickert-
Bond, S., … Buerki, S. (2018). Gymnosperms on the EDGE. Scientific 
Reports, 8(1), 1–11. https ://doi.org/10.1038/s41598-018-24365-4

Fragnière, Y., Bétrisey, S., Cardinaux, L., Stoffel, M., & Kozlowski, G. 
(2015). Fighting their last stand? A global analysis of the distribution 
and conservation status of gymnosperms. Journal of Biogeography, 
42, 809–820. https ://doi.org/10.1111/jbi.12480 

Fu, B. J., Meng, Q. H., Qiu, Y., Zhao, W. W., Zhang, Q. J., & Davidson, D. 
A. (2004). Effects of land use on phosphorus loss in the hilly area of 
the Loess Plateau, China. Environmental Monitoring and Assessment, 
139(1–3), 195–204. https ://doi.org/10.1007/s10661-007-9826-8

Graham, C. H., Elith, J., Hijmans, R. J., Guisan, A., Townsend Peterson, A., 
& Loiselle, B. A. (2008). The influence of spatial errors in species oc-
currence data used in distribution models. Journal of Applied Ecology, 
45(1), 239–247. https ://doi.org/10.1111/j.1365-2664.2007.01408.x

https://doi.org/10.5061/dryad.v15dv41s4
https://orcid.org/0000-0002-8172-5243
https://orcid.org/0000-0002-8172-5243
https://doi.org/10.1111/j.1472-4642.2010.00654.x
https://doi.org/10.1111/j.1472-4642.2010.00654.x
https://doi.org/10.1111/j.1365-2699.2010.02416.x
https://doi.org/10.1111/j.1365-2699.2010.02416.x
https://doi.org/10.1111/j.2041-210X.2011.00172.x
https://doi.org/10.1111/j.2041-210X.2011.00172.x
https://doi.org/10.1016/j.earscirev.2010.11.002
https://doi.org/10.1016/j.earscirev.2010.11.002
https://doi.org/10.1111/j.1469-8137.2011.03862.x
https://doi.org/10.1111/j.1469-8137.2011.03862.x
https://doi.org/10.1111/j.1472-4642.2012.00927.x
https://doi.org/10.1111/j.1472-4642.2012.00927.x
https://doi.org/10.1038/415023a
https://doi.org/10.1007/s11258-018-0855-x
https://doi.org/10.3969/j.issn.1674-764x.2010.01.005
https://doi.org/10.1016/j.ecoleng.2012.12.099
https://doi.org/10.1016/j.ecoleng.2012.12.099
https://doi.org/10.1111/ele.12409
https://doi.org/10.1111/geb.12350
https://doi.org/10.1111/j.2006.0906-7590.04596.x
http://www.iucnredlist.org/details/42379/0
http://www.iucnredlist.org/details/42379/0
https://doi.org/10.1016/j.biocon.2016.05.038
https://doi.org/10.1016/j.biocon.2016.05.038
https://doi.org/10.1111/jbi.12613
https://doi.org/10.1126/science.1111772
https://doi.org/10.1038/s41598-018-24365-4
https://doi.org/10.1111/jbi.12480
https://doi.org/10.1007/s10661-007-9826-8
https://doi.org/10.1111/j.1365-2664.2007.01408.x


1852  |     JENSEN Et al.

Grilo, C., Lucas, P. M., Fernández-Gil, A., Seara, M., Costa, G., Roque, S., … 
Revilla, E. (2019). Refuge as major habitat driver for wolf presence in 
human-modified landscapes. Animal Conservation, 22(1), 59–71. https 
://doi.org/10.1111/acv.12435 

Guisan, A., Graham, C. H., Elith, J., & Huettmann, F. (2007). Sensitivity 
of predictive species distribution models to change in grain 
size. Diversity and Distributions, 13(3), 332–340. https ://doi.
org/10.1111/j.1472-4642.2007.00342.x

Han, H., Wei, W., Hu, Y., Nie, Y., Ji, X., Yan, L. I., … Wei, F. (2019). Diet evo-
lution and habitat contraction of giant pandas via stable isotope anal-
ysis. Current Biology, 29(4), 664–669.e2. https ://doi.org/10.1016/j.
cub.2018.12.051

Hijmans, R. J., Cameron, S. E., Parra, J. L., Jones, P. G., & Jarvis, A. (2005). 
Very high resolution interpolated climate surfaces for global land 
areas. International Journal of Climatology, 25, 1965–1978. https ://
doi.org/10.1002/joc.1276

Hua, F., Wang, X., Zheng, X., Fisher, B., Wang, L., Zhu, J., … Wilcove, D. S. 
(2016). Opportunities for biodiversity gains under the world’s largest 
reforestation programme. Nature Communications. Nature Publishing 
Group, 7, 12717. https ://doi.org/10.1038/ncomm s12717

Huang, J.-H., Chen, J.-H., Ying, J.-S., & Ma, K.-P. (2011). Features 
and distribution patterns of Chinese endemic seed plant spe-
cies. Journal of Systematics and Evolution, 49(2), 81–94. https ://doi.
org/10.1111/j.1759-6831.2011.00119.x

Isbell, F., Gonzalez, A., Loreau, M., Cowles, J., Díaz, S., Hector, A., … 
Larigauderie, A. (2017). Linking the influence and dependence of 
people on biodiversity across scales. Nature, 546, 65–72. https ://doi.
org/10.1038/natur e22899

Kerley, G. I. H., Kowalczyk, R., & Cromsigt, J. P. G. M. (2012). 
Conservation implications of the refugee species con-
cept and the European bison: King of the forest or refugee 
in a marginal habitat? Ecography, 35(6), 519–529. https ://doi.
org/10.1111/j.1600-0587.2011.07146.x

Klein Goldewijk, K., Beusen, A., Van Drecht, G., & De Vos, M. (2011). The 
HYDE 3.1 spatially explicit database of human-induced global land-use 
change over the past 12,000 years. Global Ecology and Biogeography, 
20(1), 73–86. https ://doi.org/10.1111/j.1466-8238.2010.00587.x

Kuang, Y. W., Sun, F. F., Wen, D. Z., Zhou, G. Y., & Zhao, P. (2008). Tree-
ring growth patterns of Masson pine (Pinus massoniana L.) during 
the recent decades in the acidification Pearl River Delta of China. 
Forest Ecology and Management, 255(8–9), 3534–3540. https ://doi.
org/10.1016/j.foreco.2008.02.036

Lavergne, S., Thuiller, W., Molina, J., & Debussche, M. (2005). 
Environmental and human factors influencing rare plant local oc-
currence, extinction and persistence: A 115-year study in the 
Mediterranean region. Journal of Biogeography, 32(5), 799–811. https 
://doi.org/10.1111/j.1365-2699.2005.01207.x

Li, B., Pan, R., & Oxnard, C. E. (2002). Extinction of snub-nosed mon-
keys in China during the past 400 years. International Journal of 
Primatology, 23(6), 1227–1244. https ://doi.org/10.1023/A:10211 
22819845

Li, M., & Ritchie, G. A. (1999). Eight hundred years of clonal forestry 
in China: II. Mass production of rooted cuttings of Chinese fir 
(Cunninghamia lanceolata (Lamb.) Hook.). New Forests, 18(2), 143–
159. https ://doi.org/10.1023/A:10065 53115255

Li, W. (2004). Degradation and restoration of forest ecosystems in 
China. Forest Ecology and Management, 201(1), 33–41. https ://doi.
org/10.1016/j.foreco.2004.06.010

Li, X., Jiang, G., Tian, H., Xu, L., Yan, C., Wang, Z., … Zhang, Z. (2015). 
Human impact and climate cooling caused range contraction of large 
mammals in China over the past two millennia. Ecography, 38(1), 74–
82. https ://doi.org/10.1111/ecog.00795 

Liu, X. (2008). Why large-scale afforestation efforts in China have failed 
to solve the desertification problem. Environmental Science and 
Technology, 42(21), 8165. https ://doi.org/10.1021/es801 718q

Liu, Y., Liu, Y. U., Chen, Y., & Long, H. (2010). The process and driving 
forces of rural hollowing in China under rapid urbanization. Journal 
of Geographical Sciences, 20(6), 876–888. https ://doi.org/10.1007/
s11442-010-0817-2

López-Pujol, J., Zhang, F.-M.-M., & Ge, S. (2006). Plant biodiversity 
in China: Richly varied, endangered, and in need of conservation. 
Biodiversity and Conservation, 15(12), 3983–4026. https ://doi.
org/10.1007/s10531-005-3015-2

Meng, Q., Fu, B., Tang, X., & Ren, H. (2004). Effects of land use on 
phosphorus loss in the hilly area of the Loess Plateau, China. 
Environmental Monitoring and Assessment, 139(1–3), 195–204. https 
://doi.org/10.1007/s10661-007-9826-8

Nüchel, J., Bøcher, P. K., & Svenning, J. C. (2019). Topographic slope 
steepness and anthropogenic pressure interact to shape the distri-
bution of tree cover in China. Applied Geography, 103, 40–55. https ://
doi.org/10.1016/j.apgeog.2018.12.008

Nüchel, J., Bøcher, P. K., Xiao, W., Zhu, A.-X., & Svenning, J.-C. (2018). 
Snub-nosed monkeys (Rhinopithecus): Potential distribution and its 
implication for conservation. Biodiversity and Conservation, 27(6), 
1517–1538. https ://doi.org/10.1007/s10531-018-1507-0

Pan, R., Oxnard, C., Grueter, C. C., Li, B., Qi, X., He, G., … Garber, P. A. 
(2016). A new conservation strategy for China—A model starting 
with primates. American Journal of Primatology, 78, 1137–1148. https 
://doi.org/10.1002/ajp.22577 

Qian, H. (2001). A comparison of generic endemism of vascular plants 
between East Asia and North America. International Journal of Plant 
Science, 162(1), 191–199. https ://doi.org/10.1086/317909

Robbins, A. S. T., & Harrell, S. (2014). Paradoxes and challenges for 
China’s forests in the reform era. China Quarterly, 218(1), 381–403. 
https ://doi.org/10.1017/S0305 74101 4000344

Sandel, B., Arge, L., Dalsgaard, B., Davies, R. G., Gaston, K. J., Sutherland, 
W. J., & Svenning, J.-C. (2011). The influence of late quaternary cli-
mate-change velocity on species endemism. Science, 334(6056), 
660–664. https ://doi.org/10.1126/scien ce.1210173

Sandel, B., & Svenning, J.-C. (2013). Human impacts drive a global topo-
graphic signature in tree cover. Nature Communications, 4, 1–7. https 
://doi.org/10.1038/ncomm s3474 

Sanderson, E. W., Jaiteh, M., Levy, M. A., Redford, K. H., Wannebo, 
A. V., & Woolmer, G. (2002). The human footprint and the last of 
the wild: The human footprint is a global map of human influence 
on the land surface, which suggests that human beings are stew-
ards of nature, whether we like it or not. BioScience, 52(10), 891–
904. https ://doi.org/10.1641/0006-3568(2002)052[0891:THFAT 
L]2.0.CO;2

Sang, W., Ma, K., & Axmacher, J. C. (2011). Securing a future for China’s 
wild plant resources. BioScience, 61(9), https ://doi.org/10.1525/
bio.2011.61.9.11

Seo, C., Thorne, J. H., Hannah, L., & Thuiller, W. (2009). Scale effects 
in species distribution models: Implications for conservation plan-
ning under climate change. Biology Letters, 5(1), 39–43. https ://doi.
org/10.1098/rsbl.2008.0476

Silva, W. G., Metzger, J. P., Simões, S., & Simonetti, C. (2007). Relief in-
fluence on the spatial distribution of the Atlantic Forest cover on the 
Ibiúna Plateau, SP. Brazilian Journal of Biology, 67(3), 403–411. https 
://doi.org/10.1590/S1519-69842 00700 0300004

Stone, R. (2009). Nursing China’s ailing forests back to health. Science, 
325, 556–559.

Suggitt, A. J., Wilson, R. J., Isaac, N. J. B., Beale, C. M., Auffret, A. G., 
August, T., … Maclean, I. M. D. (2018). Extinction risk from climate 
change is reduced by microclimatic buffering. Nature Climate Change, 
8(8), 713–717. https ://doi.org/10.1038/s41558-018-0231-9

Sun, H., Zhou, A., Zhang, X., & Chen, F. (2011). Fir trees disappeared 
500years ago in the Liupan Mountains on the southwestern Loess 
Plateau, China. Review of Palaeobotany and Palynology, 166(1–2), 69–
75. https ://doi.org/10.1016/j.revpa lbo.2011.05.003

https://doi.org/10.1111/acv.12435
https://doi.org/10.1111/acv.12435
https://doi.org/10.1111/j.1472-4642.2007.00342.x
https://doi.org/10.1111/j.1472-4642.2007.00342.x
https://doi.org/10.1016/j.cub.2018.12.051
https://doi.org/10.1016/j.cub.2018.12.051
https://doi.org/10.1002/joc.1276
https://doi.org/10.1002/joc.1276
https://doi.org/10.1038/ncomms12717
https://doi.org/10.1111/j.1759-6831.2011.00119.x
https://doi.org/10.1111/j.1759-6831.2011.00119.x
https://doi.org/10.1038/nature22899
https://doi.org/10.1038/nature22899
https://doi.org/10.1111/j.1600-0587.2011.07146.x
https://doi.org/10.1111/j.1600-0587.2011.07146.x
https://doi.org/10.1111/j.1466-8238.2010.00587.x
https://doi.org/10.1016/j.foreco.2008.02.036
https://doi.org/10.1016/j.foreco.2008.02.036
https://doi.org/10.1111/j.1365-2699.2005.01207.x
https://doi.org/10.1111/j.1365-2699.2005.01207.x
https://doi.org/10.1023/A:1021122819845
https://doi.org/10.1023/A:1021122819845
https://doi.org/10.1023/A:1006553115255
https://doi.org/10.1016/j.foreco.2004.06.010
https://doi.org/10.1016/j.foreco.2004.06.010
https://doi.org/10.1111/ecog.00795
https://doi.org/10.1021/es801718q
https://doi.org/10.1007/s11442-010-0817-2
https://doi.org/10.1007/s11442-010-0817-2
https://doi.org/10.1007/s10531-005-3015-2
https://doi.org/10.1007/s10531-005-3015-2
https://doi.org/10.1007/s10661-007-9826-8
https://doi.org/10.1007/s10661-007-9826-8
https://doi.org/10.1016/j.apgeog.2018.12.008
https://doi.org/10.1016/j.apgeog.2018.12.008
https://doi.org/10.1007/s10531-018-1507-0
https://doi.org/10.1002/ajp.22577
https://doi.org/10.1002/ajp.22577
https://doi.org/10.1086/317909
https://doi.org/10.1017/S0305741014000344
https://doi.org/10.1126/science.1210173
https://doi.org/10.1038/ncomms3474
https://doi.org/10.1038/ncomms3474
https://doi.org/10.1641/0006-3568(2002)052%5B0891:THFATL%5D2.0.CO;2
https://doi.org/10.1641/0006-3568(2002)052%5B0891:THFATL%5D2.0.CO;2
https://doi.org/10.1525/bio.2011.61.9.11
https://doi.org/10.1525/bio.2011.61.9.11
https://doi.org/10.1098/rsbl.2008.0476
https://doi.org/10.1098/rsbl.2008.0476
https://doi.org/10.1590/S1519-69842007000300004
https://doi.org/10.1590/S1519-69842007000300004
https://doi.org/10.1038/s41558-018-0231-9
https://doi.org/10.1016/j.revpalbo.2011.05.003


     |  1853JENSEN Et al.

 Tang, C. Q.,  Ohsawa, M., &  Yang, Y. (2014). Habitats of tertiary relict 
trees in China, endemism in vascular plants. In  C. Hobohm (Ed.), Plant 
and vegetation. Dordrecht, Netherlands: Springer. 289-308. https ://
doi.org/10.1007/978-94-007-6913-7

Tang, C. Q., Yang, Y., Ohsawa, M., Momohara, A., Hara, M., Cheng, S., 
& Fan, S. (2011). Population structure of relict Metasequoia glyp-
tostroboides and its habitat fragmentation and degradation in 
south-central China. Biological Conservation, 144(1), 279–289. https 
://doi.org/10.1016/j.biocon.2010.09.003

Theobald, D. M., Harrison-Atlas, D., Monahan, W. B., & Albano, C. M. 
(2015). Ecologically-relevant maps of landforms and physiographic 
diversity for climate adaptation planning. PLoS ONE, 10(12), 1–17. 
https ://doi.org/10.1371/journ al.pone.0143619

Thomas, P., & Farjon, A. (2011). Taxus wallichiana, The IUCN red list of 
threatened species 2011: e.T46171879A9730085. Retrieved from 
http://www.iucnr edlist.org/detai ls/46171 879/0

Thuiller, A. W., Georges, D., Engler, R., Georges, M. D., & Thuiller, C. 
W. (2016). The biomod2 package: The updated object-oriented ver-
sion of BIOMOD package. 20141776. https ://doi.org/10.1098/
Rspb.2014.1776

Thuiller, W., Richardson, D. M., PYŠEK, P., Midgley, G. F., Hughes, 
G. O., & Rouget, M. (2005). Niche-based modelling as a tool 
for predicting the risk of alien plant invasions at a global 
scale. Global Change Biology, 11(12), 2234–2250. https ://doi.
org/10.1111/J.1365-2486.2005.01018.X

Turvey, S. T., Crees, J. J., & Di Fonzo, M. M. I. (2015). Historical data as 
a baseline for conservation: Reconstructing long-term faunal ex-
tinction dynamics in Late Imperial-modern China. Proceedings of the 
Royal Society B: Biological Sciences, 282(1813), 20151299. https ://doi.
org/10.1098/rspb.2015.1299

UN/DESA (2017). World Population Prospects 2017, United Nations, 
Department of Economics and Social Affairs, Population Division.

Volis, S. (2016). How to conserve threatened Chinese plant species with 
extremely small populations? Plant Diversity, 38(1), 45–52. https ://
doi.org/10.1016/j.pld.2016.05.003

Wang, G., Innes, J. L., Lei, J., Dai, S., & Wu, S. W. (2007). China’s forestry 
reforms. Science, 318, 5–6.

Wei, F., Hu, Y., Yan, L., Nie, Y., Wu, Q., & Zhang, Z. (2015). Giant Pandas 
are not an evolutionary cul-de-sac: Evidence from multidisciplinary 
research. Molecular Biology and Evolution, 32(1), 4–12. https ://doi.
org/10.1093/molbe v/msu278

Wisz, M. S., Hijmans, R. J., Li, J., Peterson, A. T., Graham, C. H., & Guisan, 
A. (2008). Effects of sample size on the performance of species dis-
tribution models. Diversity and Distributions, 14(5), 763–773. https ://
doi.org/10.1111/j.1472-4642.2008.00482.x

Xiang, Q. (2001). 'A preliminary survey on the distribution of rare and en-
dangered plants of Abies in China'. Guihaia, 21, 113–117. (In Chinese 
with English abstract).

Xiang, Q., Christian, T., & Zhang, D. (2013). Cupressus funebris, The IUCN 
red list of threatened species 2013: e.T42218A2962455. Retrieved from 
http://www.iucnr edlist.org/detai ls/42218/ 0

Xiang, Q., & Rushforth, K. (2013). Abies recurvata var. ernestii, The IUCN 
red list of threatened species. Retrieved from http://www.iucnr edlist.
org/detai ls/19157 0/0

Xie, Z., Chen, W., Jiang, M., Huang, H., & Zhu, R. (1994). 'A preliminary 
study on the population of Cathaya argyrophylla in Bamianshan 
Mountain'. Acta Botanica Sinica, 37, 58–65. (In Chinese with English 
abstract).

Yamaura, Y., Amano, T., Kusumoto, Y., Nagata, H., & Okabe, K. (2011). 
Climate and topography drives macroscale biodiversity through 
land-use change in a human-dominated world. Oikos, 120(3), 427–
451. https ://doi.org/10.1111/j.1600-0706.2010.18764.x

Yu, F., Wang, T., Groen, T. A., Skidmore, A. K., Yang, X., Geng, Y., & Ma, K. 
(2015). Multi-scale comparison of topographic complexity indices in 
relation to plant species richness. Ecological Complexity, 22, 93–101. 
https ://doi.org/10.1016/j.ecocom.2015.02.007

Zhang, Y.-B., & Ma, K.-P. (2008). Geographic distribution patterns 
and status assessment of threatened plants in China. Biodiversity 
& Conservation, 17, 1783–1798. https ://doi.org/10.1007/
s10531-008-9384-6

Zhang, Y., & Song, C. (2006). Impacts of afforestation, deforestation, and 
reforestation on forest cover in China from 1949 to 2003. Journal 
of Forestry, 104(7), 383–387. Retrieved from http://www.ingen tacon 
nect.com/conte nt/saf/jof/2006/00000 104/00000 007/art00008

Zhao, X., Ren, B., Garber, P. A., Li, X., & Li, M. (2018). Impacts of human 
activity and climate change on the distribution of snub-nosed mon-
keys in China during the past 2000 years. Diversity and Distributions, 
24(1), 92–102. https ://doi.org/10.1111/ddi.12657 

Zheng, H., Chen, F., Ouyang, Z., Tu, N., Xu, W., Wang, X., … Tian, Y. 
(2008). Impacts of reforestation approaches on runoff control in the 
hilly red soil region of Southern China. Journal of Hydrology, 356(1–2), 
174–184. https ://doi.org/10.1016/j.jhydr ol.2008.04.007

How to cite this article: Jensen DA, Ma K, Svenning J-C. 
Steep topography buffers threatened gymnosperm species 
against anthropogenic pressures in China. Ecol Evol. 
2020;10:1838–1855. https ://doi.org/10.1002/ece3.5983

https://doi.org/10.1007/978-94-007-6913-7
https://doi.org/10.1007/978-94-007-6913-7
https://doi.org/10.1016/j.biocon.2010.09.003
https://doi.org/10.1016/j.biocon.2010.09.003
https://doi.org/10.1371/journal.pone.0143619
http://www.iucnredlist.org/details/46171879/0
https://doi.org/10.1098/Rspb.2014.1776
https://doi.org/10.1098/Rspb.2014.1776
https://doi.org/10.1111/J.1365-2486.2005.01018.X
https://doi.org/10.1111/J.1365-2486.2005.01018.X
https://doi.org/10.1098/rspb.2015.1299
https://doi.org/10.1098/rspb.2015.1299
https://doi.org/10.1016/j.pld.2016.05.003
https://doi.org/10.1016/j.pld.2016.05.003
https://doi.org/10.1093/molbev/msu278
https://doi.org/10.1093/molbev/msu278
https://doi.org/10.1111/j.1472-4642.2008.00482.x
https://doi.org/10.1111/j.1472-4642.2008.00482.x
http://www.iucnredlist.org/details/42218/0
http://www.iucnredlist.org/details/191570/0
http://www.iucnredlist.org/details/191570/0
https://doi.org/10.1111/j.1600-0706.2010.18764.x
https://doi.org/10.1016/j.ecocom.2015.02.007
https://doi.org/10.1007/s10531-008-9384-6
https://doi.org/10.1007/s10531-008-9384-6
http://www.ingentaconnect.com/content/saf/jof/2006/00000104/00000007/art00008
http://www.ingentaconnect.com/content/saf/jof/2006/00000104/00000007/art00008
https://doi.org/10.1111/ddi.12657
https://doi.org/10.1016/j.jhydrol.2008.04.007
https://doi.org/10.1002/ece3.5983


1854  |     JENSEN Et al.

APPENDIX 
This appendix contains information regarding the individual response curves generated from the maximum entropy models for each species 
of the threatened species group. The aim was to investigate the mean trend of this group as is seen in Figure 6b, to identify possible threshold 
values that were not evident from this mean trend.

As is seen in Figure A1, threatened species display a range of different responses to topographic range. Some species seem to exhibit a 
threshold in their response that disappears when averaging the responses as in Figure 6b. We did a systematic plot of the threshold values 
(visually estimated from each response plot) of those species exhibiting this behavior in the medium-human-population-density zone and 
found that 11 out of 37 species had this threshold-like response. The systematic plot of these threshold values is shown in Figure A2.

F I G U R E  A 1   Response plots from maximum entropy (MaxEnt) models for each species in the threatened species group within 
each human population density zone. Colors represent individual species. LowHPD = low-human-population-density zone; 
MediumHPD = medium-human-population-density zone; and HighHPD = high-human-population-density zone. Regression lines display the 
mean (± 1STD) response using the Loess regression method
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F I G U R E  A 2   Threshold values from 
individual species response curves as 
estimated visually. 11 out of the 37 
species in the threatened species group 
exhibited this response. Values on 
the x-axis represent threshold values 
of topographic range for each of 11 
threatened species. Values on the 
y-axis are the associated probability of 
occurrence obtained from the original 
response curves
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