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Abstract
Aim: Land-use change leads to local climatic changes, which can induce shifts in com-
munity composition. Indeed, human-altered land uses favour species able to tolerate 
greater temperature and precipitation extremes. However, environmental changes 
do not impact species uniformly across their distributions, and most research explor-
ing the impacts of climatic changes driven by land use has not considered potential 
within-range variation. We explored whether a population's climatic position (the 
difference between species' thermal and precipitation tolerance limits and the envi-
ronmental conditions a population experiences) influences their relative abundance 
across land-use types.
Location: Global.
Methods: Using a global dataset of terrestrial vertebrate species and estimating their 
realized climatic tolerance limits, we analysed how the abundance of species within 
human-altered habitats relative to that in natural habitats varied across different cli-
matic positions (controlling for proximity to geographic range edge).
Results: A population's thermal position strongly influenced abundance within 
human-altered land uses (e.g. agriculture). Where temperature extremes were closer 
to species' thermal limits, population abundances were lower in human-altered land 
uses (relative to natural habitat) compared to areas further from these limits. These 
effects were generally stronger at tropical compared to temperate latitudes. In con-
trast, the influences of precipitation position were more complex and often differed 
between land uses and geographic zones. Mapping the outcome of models revealed 
strong spatial variation in the potential severity of decline for vertebrate populations 
following conversion from natural habitat to cropland or pasture, due to their climatic 
position.
Main conclusions: We highlight within-range variation in species' responses to land 
use, driven (at least partly), by differences in climatic position. Accounting for spatial 
variation in responses to environmental changes is critical when predicting popula-
tion vulnerability, producing successful conservation plans, and exploring how biodi-
versity may be impacted by future land-use and climate change interactions.
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1  | INTRODUC TION

Human impacts on the environment do not affect species uniformly 
across their distribution (Orme et al., 2019). Accordingly, spatially ex-
plicit predictions of risk of population decline are crucial for suitable 
and successful conservation plans (Wilson et al., 2005). Physiological 
tolerances to temperature and precipitation, and the proximity of 
individuals to these tolerance limits (i.e. how close environmental 
climatic conditions are to an individual's climatic tolerance limits), 
lead to important differences across species' ranges in responses 
to environmental change (Deutsch et al., 2008; Gerick et al., 2014; 
Kingsolver et  al.,  2013; Soroye et  al.,  2020). By predicting where 
populations will be pushed beyond their climatic tolerances (thus 
unlikely able to persist), species bioclimatic envelopes have fre-
quently been used to project how species' ranges may shift under 
global climate change (Calosi et al., 2010; Pearson & Dawson, 2003). 
However, climatic changes are not only occurring at the global level. 
For example, land-use changes also lead to local-scale climatic 
changes (Williams & Newbold, 2020).

Human-altered land uses (e.g. agricultural areas) are often 
drier and experience greater extremes of temperature than nat-
ural, undisturbed habitats (De Frenne et  al.,  2019; Frishkoff 
et  al.,  2016). These local climatic changes occur partly due to 
vegetation changes; for example, evapotranspiration levels are 
linked to the leaf area and rooting depth of species present (Costa 
& Foley, 2000), and the canopy layer in naturally forested areas 
buffers temperature extremes, with these habitats found to have 
lower maximum and higher minimum (i.e. winter or night-time) 
temperatures compared to cleared land, such as pastures (Daily & 
Ehrlich, 1996; De Frenne et al., 2019; Ewers & Banks-Leite, 2013). 
Studies have recorded average maximum temperatures rising by 
up to 9°C in croplands, 7°C in pastures and 3°C in plantations 
compared to primary forests (Nowakowski et  al.,  2017; Senior 
et al., 2017).

These local climatic differences are associated, directly and in-
directly, with shifts in community structure (Frishkoff et al., 2016; 
Piano et al., 2017; Williams et al., 2020; Williams & Newbold, 2020). 
Human-altered land uses have been found to favour species af-
filiated with, or able to tolerate, higher maximum and average 
temperatures, and lower minimum temperatures, compared to nat-
ural habitats (Angilletta et  al.,  2007; Frishkoff et  al.,  2015; Menke 
et  al.,  2011; Williams et  al.,  2020). Affiliations with drier climates 
have also been linked with a higher probability of occurrence within 
agricultural land uses (e.g. Neotropical birds; Frishkoff et al., 2016). 
In addition, human land uses have been found to be composed of 
proportionally more individuals of species from regions with wetter 
maximum precipitation levels (Williams et al., 2020). Together, this 
suggests human-altered land uses favour species able to tolerate 

greater extremes of precipitation as well as temperature (Williams 
et al., 2020).

Most research, however, has not considered potential varia-
tion across species' ranges in responses to land use (Williams & 
Newbold, 2020; but see Srinivasan et al., 2019; Northrup et al., 2019 
for regional examples). Consequently, populations at greater risk 
from land-use change may be overlooked. Here, we extend previous 
research by asking how populations' proximities to their species-level 
climatic tolerance limits affect their abundances in human-altered 
land uses compared to in natural habitat, across terrestrial habitats 
globally. Due to the local climatic differences, we hypothesize that, 
relative to abundances in natural habitat, human-altered land uses 
will filter out populations of species in environments where they 
experience temperature and precipitation extremes closer to their 
climatic tolerance limits. We hypothesize that this filtering will be 
greater at tropical compared to temperate latitudes. The effects of 
human land use, including community-level differences between 
natural and human-altered land uses, have previously been shown to 
be greater in the tropics (Newbold et al., 2020; Williams et al., 2020), 
potentially due to the past relative stability of the tropical climate, 
within which many of the taxa present have evolved (Corlett, 2011; 
Pacifici et  al.,  2017). This suggests that individuals within this re-
gion will be more sensitive to rapid climatic (particularly tempera-
ture) changes and extreme conditions (Corlett, 2011; Janzen, 1967; 
Pacifici et al., 2017).

The relationship between species' abundance and position within 
geographical or environmental space forms a lively debate (Santini 
et al., 2019; VanDerWal et al., 2009; Weber et al., 2017). Some stud-
ies, for example, report that environmental suitability or distance 
from the centre of a species' environmental space (environmentally-
based centre) can be considered a reasonable proxy for abun-
dance (or at least its upper limit; VanDerWal et  al.,  2009; Weber 
et  al.,  2017), while others find little support for a consistent rela-
tionship between species' abundance and environmental suitability 
or distance from geographically- or environmentally-based centres 
(Dallas et al., 2017; Dallas & Hastings, 2018; Santini et al., 2019). In 
this study, we compare species' abundances within human-altered 
land uses relative to that within primary vegetation in the same part of 
the species' climatic space, rather than absolute abundances across 
a species' environmental space. Thus, we do not expect our results 
to be unduly influenced by the presence or otherwise of abundance 
variation across environmental space. Nonetheless, a population's 
distance from its species' range edge can impact behaviour, such as 
responses to forest loss (Orme et al., 2019) or exploratory behaviour 
(Liebl & Martin, 2012), so we account for this in our analyses below.

Finally, we extend our results to produce spatially explicit maps of 
the potential severity of decline of vertebrate populations in human-
altered land uses, depending on proximity to climatic tolerance limits. 
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We estimate expected average severity of decline by predicting the 
difference in abundance between natural and human-altered land 
uses depending on each population's climatic position and distance 
to range edge, all else being held equal (as such, actual abundance 
changes may differ due to other influential factors, which could 
be included in future work). Meeting the food demands of Earth's 
growing population is a major challenge and, alongside intensifying 
current agricultural land, this is leading to the conversion of natu-
ral habitat to agriculture (Foley et al., 2011; Millennium Ecosystem 
Assessment, 2005). It is important to understand how this land-use 
change will impact biodiversity and whether land-use impacts dif-
fer spatially (Molotoks et al., 2018); consequently, we focus on how 
the severity of decline following land conversion from natural hab-
itats to agriculture (croplands and pastures) may differ across the 
globe. Being able to estimate how risk differs across species' ranges 
enhances our ability to produce suitable conservation and manage-
ment strategies and plan for future land-use changes.

2  | METHODS

2.1 | Occurrence and abundance data

We acquired occurrence and abundance data for terrestrial verte-
brate species from the PREDICTS (Projecting Responses of Ecological 
Diversity In Changing Terrestrial Systems) Project database (Hudson 
et  al.,  2016, 2017). There are reasonably comprehensive distribu-
tion data available for terrestrial vertebrates; thus, we focused on 
this group so that we could estimate their realized climatic tolerance 
limits (see below). The PREDICTS database is a collection of data 
from studies around the globe that have made spatial comparisons 
of ecological assemblages across land uses (Hudson et al., 2014). We 
acquired occurrence data for 4,369 species (3,117 birds, 555 mam-
mals, 377 amphibians and 320 reptiles; of these, 4,150 species also 
had abundance estimates), from 161 studies across 51 countries. 
The PREDICTS database is hierarchically structured, whereby data 
from a published Source are divided into Studies (split by sampling 
method), which are further divided into Spatial blocks, and then into 

Sites (where the sampling of ecological assemblages takes place; 
Hudson et al., 2014). Within this manuscript, we use the term “popu-
lation” to refer to groups of individuals of the same species at the 
same site.

2.2 | Land-use data

Each site within the PREDICTS database has an assigned land-
use type (Table  1; see supporting information, Appendix  S1, 
Table S1.1), allocated by the PREDICTS Project team using a set 
of criteria and based on the habitat description within the origi-
nal source or provided by the original study authors (Hudson 
et al., 2014). Land uses were also split by the intensity with which 
humans used the land (minimal, light, or intense use), based on 
factors such as chemical use, crop diversity, and disturbance level 
(Hudson et al., 2014). We did not include data from minimally-used 
urban sites (which include extensive green spaces), as assemblages 
within these areas may not accurately reflect assemblages within 
more urbanized/human-dominated areas, which were of interest 
in this study.

2.3 | Distribution data

Expert-informed species' distribution maps (extent of occurrence 
maps; BirdLife International,  2012; IUCN,  2016) were used to es-
timate species-level realized climatic tolerance limits. We extracted 
species' native historical ranges (areas where species were resident, 
or used during breeding or non-breeding seasons, including areas 
where the species had been reintroduced or introduced). These 
distribution maps were transformed into equal-area raster files 
(Behrmann projection, 10 × 10 km pixels; ArcGIS 10.4). Distribution 
maps were cut by species' elevational limits, if known (2,410 spe-
cies had known upper limits, 12 had lower limits and 730 had both; 
BirdLife International, 2018; IUCN, 2016). We also removed migra-
tory bird species from our dataset (migratory statuses acquired from 
BirdLife International, 2018), since these species can move between 

Land-use type Definition

Primary vegetation Natural vegetation with no evidence of previous destruction

Mature/
Intermediate/
Young secondary 
vegetation

Vegetation that is recovering after removal of the natural vegetation, 
split into three stages of recovery (mature sites being those that have 
been recovering for the longest, young sites being those that have 
started to recover most recently, and intermediate sites in between)

Plantation forest Agricultural land used for cultivating woody crops, such as oil-palm, 
rubber, fruit, coffee, or timber

Cropland Agricultural land used for cultivating herbaceous crops, including fodder 
for livestock

Pasture Agricultural land used for livestock grazing

Urban Areas of human habitation and buildings, from small green spaces, 
through to villages and cities

TA B L E  1   Brief definitions of the land-
use types considered in this study. For 
complete definitions, see Appendix S1, 
Table S1.1 and Hudson et al. (2014)
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different parts of their ranges to avoid extreme climatic conditions 
(Robinson et al., 2009), which may lead to biases within our results.

2.4 | Climatic tolerance limits

We estimated species' realized climatic tolerance limits, i.e., the high-
est and lowest temperature and precipitation a species' experiences 
within their geographic distribution. To calculate these, we overlaid 
the species distribution maps onto four climatic variables: precipita-
tion of the wettest month (Ppmax), precipitation of the driest month 
(Ppmin), maximum temperature of the warmest month (Tmax) and min-
imum temperature of the coldest month (Tmin; WorldClim Version 
1.4; Hijmans et  al.,  2005). These climatic variable maps contained 
averaged annual values from 1960–1990, at a resolution of 30 arc-
seconds, and were resampled (using bilinear interpolation) to 10 km 
equal-area projection (Behrmann projection) to match the species' 
distribution data. We extracted the highest Ppmax and Tmax values and 
lowest Ppmin and Tmin values within each species' distribution (ArcGIS 
10.4). These maxima and minima provided our estimates of each spe-
cies' temperature and precipitation tolerance limits (Figure 1).

Our analyses required data for a broad range of vertebrates from 
around the globe, for which the above extent of occurrence maps 
from the IUCN and BirdLife International are currently the best 
and most widely used (Allan et al., 2019; Herkt et al., 2017; Khaliq 

et al., 2017; Shackelford et al., 2015). Species' extent of occurrence 
tends to be underestimated by expert-informed species distribu-
tion maps, whereas area of occupancy is overestimated (Herkt 
et  al.,  2017; Hurlbert & Jetz,  2007). Therefore, we tested the ro-
bustness of our results by (a) comparing population's climatic posi-
tions (see below) produced using the expert-informed distribution 
maps to those using occurrence records in the Global Biodiversity 
Information Facility (GBIF, https://www.gbif.org) and (b) running 
models using the same structure as our final models (see below) 
using the climatic positions derived from GBIF data (Appendix S2). 
GBIF provides data on species' area of occupancy, but has taxonomic 
and geographic biases (Meyer et al., 2015).

Biotic interactions and dispersal barriers also influence spe-
cies' geographic ranges (HilleRisLambers et  al.,  2013; Peterson 
et al., 2011). Therefore, we compared our estimates of climatic po-
sition (see below) acquired from distribution maps to those using 
estimates of thermal tolerances derived from physiological exper-
iments (acquired from GlobTherm; Bennett et  al.,  2017; Bennett 
et  al.,  2018). However, physiological thermal tolerance estimates 
also have issues (see Williams & Newbold, 2020). For example, the 
tolerance tests often lack real-world context due to being calculated 
in the absence of other factors and, for many vertebrate species, 
laboratory tests are not possible (see Mitchell et al., 2018; Rezende 
et al., 2014). Moreover, the metrics produced (such as critical ther-
mal maxima and lethal maximums) are not comparable across studies 

F I G U R E  1   A visual example of how the four climatic positions (Tmax, Tmin, Ppmax and Ppmin position) were calculated for each population; 
0 and 1 represent the species-level realized thermal or precipitation tolerance limits, extracted from species' distribution maps overlaid 
on climatic data; the climatic positions were calculated by standardizing the population's site-level climate data to range between 0 and 
1 relative to the species-level climatic tolerance limits. For example, the closer the maximum temperature of the warmest month at a 
population's site is to the highest maximum temperature of the warmest month across a species' range, the closer a population's Tmax 
position will be to 1. Similarly, the closer the precipitation of the driest month at a population's site is to the lowest precipitation of the driest 
month across a species' range, the closer a population's Ppmin position will be to 0

0.50 1

Lowest minimum 
temperature of the 
coldest month within a 
species’ range

Site’s maximum temperature of 
the warmest month

= Tmax position

0.50 1

Thermal tolerance limits

Precipitation tolerance limits

Highest maximum 
temperature of the 
warmest month within 
a species’ range

Lowest precipitation of 
the driest month within 
a species’ range

Highest precipitation of 
the wettest month 
within a species’ range

Site’s minimum temperature of 
the coldest month

= Tmin position

Site’s precipitation of the 
wettest month

= Ppmax position

Site’s precipitation of the 
driest month

= Ppmin position

https://www.gbif.org
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(Araújo et  al.,  2013), limiting the number of species that can be 
analysed.

2.5 | Climatic position

We calculated each population's “climatic position” with respect to 
their species-level climatic tolerance limits; this index describes the 
relative position of a site between the lower and upper realized tol-
erance limits of a species with respect to a given climatic variable. To 
estimate climatic position, for each study site we extracted climate 
data for the same four variables as described above (Ppmax, Ppmin, 
Tmax, Tmin), using climate variable maps resampled (using bilinear in-
terpolation) to 500 m equal-area projection (Behrmann projection) 
to capture differences between climatic positions for very narrow-
ranged species. Then, for each population, we standardized the site-
specific climatic data to range between 0 and 1 relative to species' 
climatic tolerance limits: for thermal tolerance limits, 0 = minimum 
realized temperature tolerance limit and 1 = maximum realized tem-
perature tolerance limit, and for precipitation tolerance limits, 0 and 
1 are the minimum (dry) and maximum (wet) realized monthly pre-
cipitation tolerance limits, respectively (Figure 1).

A tiny subset of populations (<0.3%) had climatic position val-
ues below 0 or above 1, due to the climatic variable maps capturing 
slightly greater variation at the 500 m compared to the 10 km scale 
(Appendix S4, Table S4.6). We assumed that the very small scale of 
this discrepancy would mean there was very little influence on our 
results.

2.6 | Distance to range edge

To account for variation in population occurrence or abundance due 
to geographic position within their species' range (Orme et al., 2019), 
we produced a standardized distance to range edge measure for each 
population. We first found the shortest distance from each sampled 
population's location to their species' range edge (populations found 
outside of their stated distribution were removed from the analysis; 
BirdLife International, 2012; IUCN, 2016). We then found the largest 
shortest distance from any point in the species' distribution to their 
range edge (i.e. the furthest distance a population could be from 
their range edge), by transforming species' distributions maps into 
a grid of points. Finally, we used this to find the relative position of 
the sampled population to their range edge (i.e. to account for spe-
cies' range size), where a measure of 0 refers to populations at their 
species' range edge and 1 refers to those nearest the range centre. 
This was completed in R 3.6.0 (R Core Team, 2019) using packages 
raster (Hijmans, 2019), rgdal (Bivand et al., 2019) and rgeos (Bivand 
& Rundel, 2019). As stated above, expert-informed species' distribu-
tion maps contain inaccuracies. To ensure that removing populations 
outside of their distributions did not impact our results, we reran our 
models (see below) without the distance to range edge measure and 
compared the results of models including and excluding populations 

beyond their species' stated distributions (see Appendix S3 for more 
information).

Of the vertebrate species with occurrence data in the PREDICTS 
database, following the selection of species and land uses as de-
scribed above, we were able to estimate tolerance limits, climatic 
positions, and distance from range edge for 88,007 populations, 
consisting of 2,103 species (384 mammals, 1,491 birds, 92 reptiles, 
136 amphibians). Out of these, 81,913 populations (1,954 species) 
had abundance records (from studies that had sampled abundance, 
including those that recorded abundances of zero), and within this, 
13,321 populations (1,594 species – 334 mammals, 1,087 birds, 87 
reptiles, 86 amphibians) had non-zero abundance data. Ideally, we 
would have comparisons of species' abundance in different land 
uses across their geographical ranges, but samples do not exist for 
most species, particularly in the tropics; thus, we rely on collations 
of data such as the PREDICTS database, in which most of the species 
included have been recorded in multiple geographic locations and 
have several climatic position measures (Appendix S4, Table S4.4).

2.7 | Statistical analyses

We adopted a two-stage modelling approach (similar to a hurdle 
model) due to the high number (84%) of abundance records that 
were zero (Newbold et al., 2014; Potts & Elith, 2006). First, we used 
generalized linear mixed-effects models (with binomial error distri-
butions) to model the probability of occurrence (assuming detec-
tion; P(Occ)) of populations. Second, we used linear mixed-effects 
models to test for differences in log-transformed abundance (given 
presence; LogAbund). These models were used to assess whether 
a terrestrial vertebrate population's climatic position affected their 
abundance (a combination of a population's probability of occur-
rence and relative abundance given presence) across different land 
uses. Analyses were carried out in R 3.6.0 (R Core Team, 2019) using 
lme4 v.1.1.17 (Bates et al., 2015).

For both stages of modelling, we selected main effects 
and interactions using backwards stepwise variable selection, 
which uses maximum likelihood estimation to select terms and 
likelihood-ratio tests to compare the fit of different models (Zuur 
et al., 2009). Into this model selection, we added as potential ex-
planatory variables: (1) land-use type (categorical variable); (2) 
geographic zone (categorical variable: tropical [between 23.44°S 
and 23.44°N] or temperate [between 23.44°N/S and 66.56°N/S, 
respectively]); (3) distance to range edge (continuous variable) and 
its interaction with land-use type; (4) climatic position with regard 
to each climatic variable (Tmax, Tmin, Ppmax and Ppmin position; con-
tinuous variables fitted as linear terms, we tested for correlations 
between these; Appendix S4, Table S4.5); and (5) the 2- and 3-way 
interactions between land-use type, geographic zone and each cli-
matic position (e.g. land-use type × geographic zone × Tmax posi-
tion). We did not include interactions between climatic positions. 
A site's elevation was also considered as a continuous covariate 
due to its potential influence on population abundance (Williams 
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et al., 2010). For random effects, we included a nested random-
intercept term for study (to account for study-dependent variation 
in methods or measures used) and for sampled site within stud-
ies. We also included a random-intercept term for species name, 
accounting for species-level differences unrelated to land-use 
type or climatic position. We then ran the final occurrence (as-
suming detection) and abundance (given presence) models, which 
included significant fixed effects and interaction terms, and any 
lower-order, non-significant interaction terms that were nested 
within significant higher-order interactions.

2.8 | Robustness checks

We also ran five separate sets of models (using the same structure 
as the final models above) that (1) only included species of mammals 
and birds (to ensure our results held for endothermic species, who 
may be less affected by local climatic changes), (2) excluded forest 
specialist species (to ensure our results held for species also found in 
naturally drier and/or open environments such as grasslands; forest 
specialist species were defined using species-level habitat preference 
data (IUCN, 2017); we acknowledge that forest specialism may dif-
fer across species' ranges, but unfortunately habitat preference data 
are currently not available at the population level; Appendix S8), (3) 
fitted climatic positions as quadratic terms (to test for hump-shaped 
relationships that might occur if populations are sensitive close to 
any climatic tolerance limit, rather than the specific limits we hy-
pothesized), (4) combined mature and intermediate secondary vege-
tation land uses (to become an “advanced secondary” land-use type) 
and (5) again combined mature and intermediate secondary vegeta-
tion land uses but also removed populations within urban sites (to 
ensure the results were robust with and without the inclusion of land 
uses with a smaller number of sampled sites). Further, when working 
with complex datasets, results may potentially differ due to model-
ling method, so we ran our models using a range of optimizers (allFit 
function, lme4 package; Bates et al., 2015) to check the consistency 
of our results. We also ran a set of models (again with the same struc-
ture as the final models above) using a Bayesian modelling approach 
(MCMCglmm package; Hadfield, 2010); these models ran for 60,000 
iterations and had a burn-in period of 3,000 iterations and a thinning 
interval of 10, and we used uninformative priors (the default priors in 
MCMCglmm), with convergence checked through visual inspection 
of the MCMC trace plots. Finally, responses to climatic position and 
land-use type may differ among species, so we ran a set of models 
including random slopes to account for interspecific differences (i.e. 
allowing the response of each species to climatic position or land-
use type to vary).

2.9 | Severity of decline following land conversion

To highlight where vertebrate populations may experience more 
severe declines due to their climatic position and the local climatic 

changes brought about by land-use change, we produced maps of 
estimated community-average abundance in cropland and pasture 
relative to that in primary vegetation, based on the climatic posi-
tions of populations within each community. We focused on agricul-
tural land uses because the need to produce enough food to sustain 
Earth's growing population will likely result in agricultural expan-
sion and intensification (Foley et  al.,  2011; Millennium Ecosystem 
Assessment,  2005). To do this, we used the available expert-
informed terrestrial vertebrate species' distribution maps (BirdLife 
International, 2012; IUCN, 2016), processed them as described above 
and removed migratory bird species (BirdLife International,  2018). 
This left us with 22,267 species (5,074 mammals, 8,179 birds, 5,139 
amphibians, 3,875 reptiles). For each species, we then produced 
maps of Tmax, Tmin, Ppmax and Ppmin (WorldClim Version 1.4; Hijmans 
et al., 2005) across their distribution and standardized them to be-
tween 0 and 1 in the same way as above. Then, using the main-effect 
and interaction estimates (Appendix S6, Table S6.7) from the final 
models (described above), we found the model-estimated probabil-
ity of occurrence and abundance (given presence) of each species 
across their range, based on their climatic position, in primary veg-
etation (PV), cropland (Cr) and pasture (Pa). Following this, for each 
species, we multiplied the probability of occurrence (P(Occ)) and the 
abundance (given presence; Ab) results together (separately for each 
land use) and then expressed this expected abundance in cropland 
and pasture relative to that in primary vegetation (i.e. relative abun-
dance, RA; Equations (1) and (2), for relative abundance within crop-
land and pasture, respectively):

We then averaged and plotted the species-level results within 
each 10 × 10 km grid cell to display expected community-average 
severity of decline following conversion of primary vegetation to 
cropland or pasture, where the “community” included all the popula-
tions whose species' range covered that cell. This was completed in 
ArcGIS 10.4 (ESRI, 2015).

To ensure we did not extrapolate beyond the limits of our data, 
we found the predicted relative abundance within cropland and pas-
ture for each population from the PREDICTS database included in 
our models (again using the main-effect and interaction estimates 
from our models). We then averaged these predicted values for pop-
ulations in cropland or pasture within each PREDICTS site, produc-
ing site-level-average (i.e. community-average) relative abundances, 
and extracted the minimum and maximum site-level-average relative 
abundances for each land use. Finally, when producing the global 
maps described above showing the community-average severity of 
decline, we only plotted values that fell within these limits (only a 
very small proportion of the Earth's land surface was excluded in 
this way).

(1)RACr =
P(Occ)Cr × AbCr

P(Occ)PV × AbPV

(2)RAPa =
P(Occ)Pa × AbPa

P(Occ)PV × AbPV
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3  | RESULTS

3.1 | Summary

Overall, the relative abundance of a species across land uses dif-
fered depending on the populations' thermal position and Ppmin 
position, with these effects differing between geographic zones (p-
values from the backwards stepwise selection process for the inter-
action between land-use type, geographic zone and (a) Tmax position, 
pP(Occ) = 0.012, pLogAbund = 0.001 (b) Tmin position, pP(Occ) = 0.008, 
pLogAbund = 0.186 (the 3-way interaction was not significant, but the 
2-way interaction between Tmin position and land use was, pLogA-

bund = 0.002), (c) Ppmin position, pP(Occ) < 0.001, pLogAbund < 0.001; 
Figures 2 and 3, Table 2; for comprehensive plots for each climatic 
position, see Appendix  S4, Figure  S4.8–11; for coefficients and 
their 95% confidence intervals, see Appendix S9, Figure S9.20–21). 
The results supported our hypotheses with regard to thermal po-
sition, with populations in human-altered sites where temperature 

extremes were closer to the species' maximum and minimum ther-
mal limits generally having lower abundances relative to primary 
vegetation compared to populations that experience temperatures 
further from these tolerance limits (Figure  2). However, the pre-
cipitation position results were more mixed across land-use types 
(Figure 3), not always supporting our predictions. Large spatial dif-
ferences in community-average severity of decline following agri-
cultural conversion, when based on population's climatic positions, 
were also apparent in our global maps (Figure 4). Most of the ob-
served results were driven by differences in populations' probabil-
ity of occurrence, rather than by differences in the abundance of 
persisting species (Appendix S5, Figure S5.12–13). Due to the small 
number of urban sites in the dataset (ntropical = 41, ntemperate = 74, 
from 2 and 3 studies, respectively), we exclude the results for this 
land-use type. We also advise caution when interpreting the results 
within temperate mature and intermediate secondary vegetation, 
as there were fewer than 50 sites sampled within these groupings 
(Appendix S4, Table S4.3).

F I G U R E  2   The abundance of species within each land-use type, relative to abundance in primary vegetation (indicated by the dotted 
line), for populations with Tmax or Tmin positions “close” or “far” from their thermal tolerance limits at tropical and temperate latitudes. For 
(a), a population's Tmax position, “close” and “far” refer to a position of 0.9 and 0.7, respectively, for both tropical and temperate latitudes. 
For (b), a population's Tmin position, “close” and “far” refer to a position of 0.2 and 0.6 at tropical latitudes, and 0.1 and 0.4 at temperate 
latitudes, respectively. These positions reflect the 10th and 90th percentile of Tmax or Tmin positions (calculated separately within tropical 
and temperate latitudes). Error bars denote ±1 standard error. MSV, ISV and YSV stand for mature, intermediate and young secondary 
vegetation, respectively

Tropical

0

1

2

3

R
el

at
iv

e 
ab

un
da

nc
e

(a) Tmax position

Temperate

Climatic position and location

Close, temperate latitude
Far, temperate latitude
Close, tropical latitude
Far, tropical latitude

0

1

2

3

4

5

6

7

0

1

2

3

4

MSV ISV YSV PlantationCropland Pasture

R
el

at
iv

e 
ab

un
da

nc
e

(b) Tmin position

0

1

2

3

4

5

6

7

MSV ISV YSV Plantation Cropland Pasture



8  |     WILLIAMS and NEWBOLD

3.2 | Thermal position

At tropical latitudes, in most human-altered land uses, populations 
with high Tmax positions or low Tmin positions (thus in sites where 
they experience temperature extremes closer to their maximum or 
minimum thermal limits, respectively) had much lower abundances 
relative to those in primary vegetation (by 25%–50%), than popu-
lations in sites with temperatures further from their thermal limits 
(Figure 2). This filtering out of populations close to their thermal lim-
its was not seen in mature secondary vegetation, where abundances 
showed little difference relative to primary vegetation. Interestingly, 
within tropical plantations and croplands, populations further from 
their thermal limits had higher abundances relative to populations 
with the same Tmax or Tmin position in primary vegetation.

At temperate latitudes, populations with high Tmax positions 
again had lower relative abundances in plantations and croplands, 
and those with low Tmin positions had lower relative abundances in 

plantations, croplands and young secondary vegetation (Figure  2), 
compared to populations further from their thermal limits.

3.3 | Precipitation position

A population's Ppmax position was not found to influence abundance 
(given presence), but did effect their probability of occurrence at a 
site, which also differed across land uses (land-use type × Ppmax po-
sition, pP(Occ) < 0.001, Figure 3). Populations experiencing maximum 
monthly precipitation closer to their maximum precipitation limit 
(higher Ppmax positions) had a lower relative probability of occur-
rence in croplands and pastures than populations with lower Ppmax 
positions.

Contrary to expectations, in many human-altered land uses, and 
particularly at tropical latitudes, populations with lower Ppmin po-
sitions (in sites with minimum monthly precipitation closer to their 

F I G U R E  3   The (a) probability of occurrence or (b) abundance of species within each land-use type, relative to that in primary vegetation 
(indicated by the dotted line), for populations with (a) Ppmax or (b) Ppmin positions “close” or “far” from their precipitation tolerance limits at 
tropical and temperate latitudes. For (a), a population's Ppmax position, “close” and “far” refer to a position of 0.6 and 0.2 at tropical latitudes, 
and 0.4 and 0.1 at temperate latitudes, respectively. For (b), a population's Ppmin position, “close” and “far” refer to a position of 0 and 0.2 
at tropical latitudes, and 0 and 0.1 at temperate latitudes, respectively. These positions reflect the 10th and 90th percentile of Ppmax or 
Ppmin positions (calculated separately within tropical and temperate latitudes). Error bars denote ±1 standard error. MSV, ISV and YSV stand 
for mature, intermediate and young secondary vegetation, respectively. We plot relative probability of occurrence (rather than relative 
abundance) for Ppmax positions because a population's Ppmax position was not found to have a significant effect on abundance, and so was 
not included in the final abundance (given presence) model. We use a broken y-axis (represented by //) on the plot for Ppmin position at 
temperate latitudes so that the smaller effect sizes can be more easily interpreted
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dry limit), had similar abundances to those in primary vegetation, 
whereas populations further from their dry limit had lower relative 
abundances. Different patterns were observed in tropical pastures, 
where populations with lower Ppmin positions were being filtered 
out (i.e. had lower relative abundances compared to populations 
with higher Ppmin positions). Within temperate plantations and crop-
lands, there was little difference in relative abundances across Ppmin 
positions.

3.4 | Robustness checks

We used GBIF data to estimate realized climatic tolerance limits for 
1,995 species (84,988 populations) included in our models. The cli-
matic positions produced using these tolerance limits were moder-
ately to strongly positively correlated to those using expert-informed 
species' distribution maps (r > 0.67; Appendix S2, Table S2.2). The 
results of the models run using these climatic positions (rather than 
those found using species' distribution maps) were qualitatively iden-
tical to the results presented above, but abundances within some 
land uses (such as mature secondary vegetation, croplands, and pas-
tures) relative to primary vegetation differed slightly (Appendix S2, 
Figure S2.1–2).

Only 76 species included in our models had estimates of phys-
iological thermal tolerance limits within GlobTherm (Bennett 
et al., 2018). Four of these were estimates of critical thermal maxima 
and minima, 71 were estimates of thermal neutral zone boundaries, 
and one was an estimate of the lethal temperatures at which mor-
tality of 50% or 100% of individuals occur. The measures of thermal 
position calculated using our estimates of realized thermal tolerance 
limits and using estimates of physiological thermal tolerance limits 
from GlobTherm were positively correlated (Pearson's correlation 
coefficient, Tmax position, r = 0.62, Tmin position, r = 0.50).

A population's relative abundance differed with their proximity 
to the species' range edge (Appendix  S4, Figure  S4.7), which fur-
ther interacted with land use to impact a population's probability 
of occurrence (p = 0.003). When comparing models excluding this 
distance to range edge measure that included or excluded popula-
tions recorded outside of their species' distributions, as stated by 
the IUCN (2016) and BirdLife International (2012), the main qualita-
tive results were very similar (Appendix S3, Figure S3.3–6). The only 
exception to the robustness of our results to including and excluding 
populations outside of their stated range maps was the relationship 
between Ppmin and relative abundance within tropical pastures. In 
this case, when populations outside of their stated ranges were 
included, the pattern now matched that seen within cropland and 

TA B L E  2   The final probability of occurrence (P(Occ)) and abundance (given presence; LogAbund) model structures and the significance 
(p-values) of the climatic position × land use type interaction terms included in the models (i.e. whether the slope of the relationship of 
probability of occurrence or abundance—given presence—with climatic position for a given land use was significantly different to the slope 
for primary vegetation). These final models were used to investigate the influence of climatic position with regard to maximum temperature 
of the warmest month (Tmax), minimum temperature of the coldest month (Tmin) and precipitation of the wettest (Ppmax) and driest (Ppmin) 
months, on a population's probability of occurrence, or abundance (given presence) across different land-use types (LU; these included 
primary vegetation, different stages of secondary vegetation (mature, intermediate and young; MSV, ISV and YSV respectively), plantations, 
croplands, pastures and urban areas) at tropical and temperate latitudes (geographic zone; GZ). Distance to range edge (Dist) was also 
added as a covariate. In terms of random effects, a nested random-intercept term for study (SS; to account for study-dependent variation 
in methods or measures used) and for sampled site within studies (SSBS) was included in all models, along with a random-intercept term for 
species name (Species). Statisticians advise caution when interpreting p-values from mixed-effects models (Bates et al., 2015; Luke, 2015)

+Hashed = interaction term was not included in this model, * = p < .05, ** = p < .01, *** = p  < .001.

Probability of occurrence model Abundance (given presence) model
Model 
structure

P(Occ) ~ Intercept + LU + GZ + Tmax + Tmin + Ppmin + Ppmax + 
Dist + LU×GZ + LU×Dist + LU×Tmax + LU×Tmin + LU×Ppmax

+ LU×Ppmin + Tmax×GZ + Tmin×GZ + Ppmax×GZ + Ppmin×GZ 
+ LU×Tmax×GZ + LU×Tmin×GZ + LU×Ppmin×GZ + (1|SS) + 
(1|SSBS) + (1|Species)

LogAbund ~ Intercept + LU + GZ + Tmax + Tmin + Ppmin + 
Dist + LU×GZ + LU×Tmax + LU×Tmin + LU×Ppmin + GZ×Tmax

+ GZ×Ppmin + LU×Tmax×GZ + LU×Ppmin×GZ + (1|SS) + 
(1|SSBS) + (1|Species)

Significance 
of key 
terms+

Tropical 
latitudes

Temperate 
latitudes

MSV ISV YSV Plantation Cropland Pasture
Tmax *** * *** *** ***
Tmin *** *** **
Ppmax * * ***
Ppmin * ** ***

MSV ISV YSV Plantation Cropland Pasture
Tmax
Tmin * * *
Ppmax
Ppmin *

MSV ISV YSV Plantation Cropland Pasture
Tmax *
Tmin ***
Ppmax
Ppmin

MSV ISV YSV Plantation Cropland Pasture
Tmax *
Tmin
Ppmax
Ppmin
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plantations (where populations with higher Ppmin positions had lower 
relative abundances than those with lower Ppmin positions). The ma-
jority of populations that were recorded outside of their species' 
distributions were relatively close to their range edges (with a me-
dian distance of 16.3 km, and with 75% of populations outside their 
ranges being within 71 km). Populations recorded furthest from their 
stated range edges, upon inspection, were found to be populations 
of species invasive to the recorded location.

The results of models only including endotherms or ex-
cluding forest specialists (Appendix  S7-S8, Figure  S7.16–17, 

Figure  S8.18–19) were very similar to those presented above. 
Fitting climatic positions as quadratic terms did not change the 
pattern of results. Further, including different combinations of 
land uses, using different optimizers (results not shown) or using 
Bayesian modelling (Appendix  S9, Figure  S9.20–21) all produced 
very similar results to those reported above. Finally, models in-
cluding random-slope terms produced similar results to the mod-
els above (Appendix S10, Figure S10.22–24); we report the results 
from the random-intercept model here because of convergence 
issues with the random-slope models.

F I G U R E  4   The average severity of decline of terrestrial vertebrate communities following conversion of natural habitat to (a) cropland 
and (b) pasture, based on the climatic positions of populations within each community. We estimated severity of decline by calculating the 
abundance of populations in (a) croplands and (b) pastures, relative to that in primary vegetation (depending on each population's climatic 
position) and averaged this within each community (10 × 10 km pixel). We present global maps (Behrmann projection) to demonstrate 
how the potential severity of decline within communities may differ due to the local climatic changes following land-use change, while 
recognizing that land conversion from primary vegetation to agriculture is not possible, or has already happened, for large parts of the world 
(although these maps could also be useful in highlighting areas in which habitat restoration may be more beneficial, based on the climatic 
positions of the local populations). Dark grey areas represent locations that were not covered by any of the species' ranges in our dataset 
(some of the Great Lakes in North America, for example), or where community-average measures were beyond the limits of our dataset 
(see methods). The scale of severity is separate for each map, based on the limits of community-average abundances within each land-use 
type, relative to expected abundances within primary vegetation. For cropland and pasture, respectively, the deepest red (greatest average 
severity of decline) represents community-average relative abundances of 0.13 and 0.07 (to 2 decimal places), the lightest yellow (lowest 
average severity of decline) represents community-average relative abundances of above 2 and up to 1.61, and the middle colour of orange 
represents a community-average relative abundance of 1. Relative probability of occurrence patterns were similar, but for croplands patterns 
were generally more negative (Appendix S6, Figure S6.15). We also produced maps displaying the percentage of populations in each 
community with abundances in croplands and pastures predicted to be half or less than that in primary vegetation, based on populations' 
climatic positions (Appendix S6, Figure S6.14)

(a) Cropland

(b) Pasture

HighLow

Average severity of decline
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3.5 | Severity of decline following land conversion

Community-average severity of decline following conversion to agri-
cultural land uses, based on populations' climatic positions, differed 
greatly across space (Figure 4). Communities expected to experience 
the most severe declines following conversion to cropland, due to 
the climatic positions of the populations present, appeared in north 
eastern North America, south eastern South America, Australia, 
and New Guinea. Conversely, the average severity of decline within 
communities across equatorial Africa and southeast mainland Asia 
appeared to be lower, which may be a result of local climatic changes 
following land-use change producing more favourable conditions 
(which could lead to population increases). Following conversion to 
pasture, communities in central North and South America, Australia, 
western Africa, and northeast Asia may experience the most severe 
declines, whereas equatorial Africa and parts of Europe were pre-
dicted not to experience such severe declines, based on the climatic 
positions of the populations present. As stated above, these maps 
are not displaying which areas will see abundance decreases or in-
creases following land-use change, but instead present locations 
where the potential average severity of declines within communities 
may be higher or lower following conversion of natural habitat to ag-
ricultural land uses due to how close the local climatic conditions are 
to the realized climatic tolerance limits of the populations present. 
These maps can also be viewed as highlighting areas within which 
habitat restoration may be particularly effective, on the basis of the 
local populations' climatic positions.

4  | DISCUSSION

Populations' thermal positions strongly influenced abundance across 
land-use types, with stronger effects often observed at tropical lati-
tudes. As predicted, human-altered land uses generally appeared 
to be filtering out populations experiencing temperature extremes 
close to their maximum or minimum thermal limit. Populations expe-
riencing maximum monthly precipitation closer to their wet limit also 
had a lower probability of occurrence in human-altered land uses, in 
line with our predictions. However, the influences of climatic posi-
tion regarding minimum monthly precipitation were more complex 
and did not consistently support our hypothesis. We also demon-
strate how our results can be used to highlight communities that may 
experience more severe declines following habitat conversion due 
to the climatic positions of the populations present. Consequently, 
this study emphasizes how species' responses to human-altered land 
uses can differ significantly across their distributions, which is es-
sential to account for when assessing risk, predicting future changes, 
and mitigating negative impacts from global drivers of change.

In general, agricultural land (plantations, croplands, and pastures) 
filtered out populations where maximum temperatures were close 
to species-level maximum thermal limits and populations at sites 
with minimum temperatures close to species-level minimum ther-
mal limits. Conversion from a natural to human-altered land use 

usually leads to hotter and colder local temperature extremes (De 
Frenne et al., 2019). For populations closer to their thermal limits, 
these climatic changes may push ambient temperatures beyond 
species' tolerance limits, directly impacting individuals (Frishkoff 
et al., 2016). Heat or cold stress can cause population decline be-
cause they can negatively impact processes such as reproduction 
(Manning & Bronson, 1990) and development (Russell et al., 2002), 
or lead to death (Welbergen et al., 2008). Temperature changes can 
also directly impact individual's metabolic rates (through effects on 
biochemical reaction rates; Gillooly et al., 2001), influencing energy 
use and, consequently, the demand for food and allocation of energy 
resources (Barneche et al., 2019; Dillon et al., 2010). For species rely-
ing on behavioural rather than physiological adaptations to cope with 
unfavourable temperatures, population declines could result from 
loss of thermal refugia following land-use change (Betts et al., 2018; 
Sunday et al., 2014). Populations closer to their thermal limits would 
be the most negatively impacted if individuals could no longer use 
refugia to escape thermal extremes. There were also geographical 
differences in the effect of thermal position on relative abundance 
within human-altered land uses. For instance, differences in relative 
abundance between populations with different climatic positions 
were greater at tropical compared to temperate latitudes; this is con-
sistent with previous work suggesting species at lower latitudes are 
more sensitive to temperature changes due to the past stability of 
the tropical climate (Janzen, 1967). Interestingly, in tropical planta-
tions and croplands, populations experiencing thermal extremes fur-
ther from their thermal limits had higher abundances compared to 
populations at the same thermal position in primary vegetation. This 
could be due to the local climatic conditions within these human-
altered land uses being more favourable for species found within the 
region than conditions within primary vegetation. Similar scenarios 
have been observed along elevational gradients, whereby localized 
warmer maximum temperatures following deforestation has facili-
tated the invasion of these areas by species from lower elevations 
(leading to these populations having higher abundances within 
human-modified land uses compared to nearby primary vegetation; 
Frishkoff et al., 2019).

Unexpectedly, populations at sites where minimum monthly pre-
cipitation was closer to species-level dry limits often had similar or 
higher relative abundances than populations further from this limit, 
particularly in tropical plantations and croplands. For 79% of popu-
lations with Ppmin position values of 0 (i.e. in sites where they expe-
rience the lowest monthly precipitation of anywhere in the species' 
distribution), the absolute precipitation tolerance limit was zero (i.e. 
no rainfall in the driest month). Thus, we propose our results may be 
due to these populations already experiencing very low rainfall levels 
in their natural habitats, meaning they may have behavioural strate-
gies to cope with droughts. Consequently, these populations that are 
already tolerant of very dry conditions (compared to those further 
from their dry limits) may be better at coping with, or less negatively 
impacted than expected by local climatic changes following conver-
sion from natural to human-altered land uses. Additionally, the mag-
nitude of change in minimum precipitation with land-use change may 
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be smaller in such dry areas, because although drought duration may 
increase, you cannot get less rainfall in the driest month if the min-
imum is already zero. However, we acknowledge that our minimum 
precipitation position measure cannot distinguish between popula-
tions that experience a single month versus multiple months of no 
rain. Therefore, complementary work using temporal data is needed 
to look at the impacts of land-use change on minimum precipitation 
in drier areas, and the variation in how local populations react to 
these changes.

Overall, the influence of a population's precipitation position 
was complex. As well as the unexpected results regarding Ppmin 
position, a population's Ppmax position was found to influence a 
population's probability of occurrence, but not their abundance if 
they were present. Previous work has highlighted the complexity 
of precipitation regime changes on biodiversity, partly due to its 
complex interactions with other abiotic (e.g. moisture) and biotic 
(e.g. plant growth) factors in the environment, making detect-
ing the underlying mechanisms difficult (Brown et  al.,  2001; Fu 
et  al.,  2003; Williams & Newbold,  2020). For example, changes 
in the distribution of precipitation (timing and/or severity) impact 
soil water content, which can substantially affect plants and their 
processes (see Zeppel et al., 2014), but whether these effects are 
positive or negative depends (at least partly) on the initial climatic 
conditions, such as aridity and the season the changes occur in 
(Morecroft et  al.,  2004; Zeppel et  al.,  2014). These complicated 
impacts on vegetation likely have knock-on effects for local ver-
tebrates and may act alongside or interact with the direct impacts 
of local water or moisture availability changes (Brown et al., 2001). 
Another complication of investigating the effects of local precip-
itation changes is that irrigation systems are often used within 
human-altered land uses, impacting water vapour concentration 
(Boucher et al., 2004). These artificial water systems may alter how 
populations are affected by local climatic changes. Consequently, 
although our results provide a start to exploring the impact of 
precipitation position on responses to human-altered land uses, 
due to the complexity of rainfall regimes, moisture availability, and 
human impact (through land-use change and irrigation), alterna-
tive methods using different precipitation measures are needed 
to explore the influence of precipitation changes and the mech-
anisms underlying its impact on vertebrate populations further. 
Ideally, biologically meaningful measures of moisture availability 
(at species-specific spatial scales) would be used with site-specific 
irrigation considered, but data on both are rare.

Secondary vegetation is suggested to be important in biodi-
versity conservation, potentially providing refugia from certain 
threats, such as global climatic changes (Dent & Wright,  2009; 
Senior et  al.,  2017). Generally, we find only mature secondary 
vegetation has the potential to provide thermal refugia, partic-
ularly at tropical latitudes. The inability of tropical earlier-stage 
secondary vegetation to provide refugia for populations close to 
their thermal tolerance limits is concerning, especially as thermal 
refugia are becoming increasingly important as land-use changes 
continue alongside global climate change, pushing temperatures 

even higher (Collins et  al.,  2013; Frishkoff et  al.,  2016; Jarzyna 
et al., 2016).

Our results suggest the impacts of land use on vertebrate popula-
tions vary spatially, with the effect of temperature and precipitation 
changes differing with land use and latitude. For example, focusing 
on plantations, croplands, and pastures, it appears that while Tmax 
positions may have large impacts globally on how populations are 
impacted by these land uses, Tmin position has a greater impact on 
variation between populations at tropical compared to temperate 
latitudes. While we recognize land conversion from natural habitat 
to agriculture has already occurred or is not possible across large ex-
panses of the Earth's terrestrial surface, we show that the potential 
severity of decline following land-use change likely differs greatly 
across space, depending on populations' climatic positions. We also 
observed that this spatial variation differed between conversion to 
cropland versus pasture, which may be due to the differences ob-
served in the impact of a population's Ppmin position within these 
two land uses (see Figure 3). This variation is critical to account for 
as we predict how vertebrate populations might react to future land-
use changes. Further research is needed into the mechanisms under-
lying how local climatic changes impact populations with different 
climatic positions, which will help to refine these maps. Within our 
model, we had a larger number of sites at tropical compared to tem-
perate latitudes (Appendix S4, Table S4.3), and gathering more data 
for sites within temperate latitudes may also help to refine results 
across this area. Our maps display estimates of mean potential se-
verity of decline across the populations present in each cell, due 
to their climatic position, and do not make predictions of absolute 
abundance, which would require inclusion of other factors influenc-
ing species' responses to land-use change, such as biotic interactions 
and habitat preferences.

Overlaying climatic data on species' distribution maps to esti-
mate species' realized climatic tolerance limits allowed us to include 
over 2,000 species within our models and study the impacts of 
temperature and precipitation positions across geographic zones. 
Using species' distribution or occurrence data with climatic data to 
calculate climatic affiliations has been widely used, especially when 
studying species' responses to land-use or global climate change 
(e.g. Barnagaud et  al., ,2012, 2013; Frishkoff et  al.,  2016; Oliver 
et  al.,  2017). Nevertheless, we acknowledge that by using global 
climate data, we do not account for the microclimates species ex-
perience or potential intraspecific variation in climatic tolerances. 
Furthermore, species' observed distributions are also influenced 
by biotic interactions and barriers to dispersal (HilleRisLambers 
et  al.,  2013; Peterson et  al.,  2011). Consequently, our approach, 
which estimates realized climatic tolerance limits, may not precisely 
reflect species' physiological tolerances. Unfortunately, estimates of 
physiological thermal limits are only available (or obtainable) for a 
very small number of vertebrate species (Araújo et  al., 2013), and 
estimates of physiological precipitation or moisture tolerance limits 
are rare (Sunday et al., 2012). Even if they were available, physio-
logical climatic tolerance limits estimated under laboratory settings 
also have limitations (see Williams & Newbold,  2020). Therefore, 
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we consider our approach to be the best with the data currently 
available. Lastly, we acknowledge that our approach is correlative, 
so there may be other factors underlying the differences in relative 
abundance across climatic positions between land uses, and, as pre-
viously mentioned, further work is needed to ascertain the underly-
ing mechanisms.

In conclusion, our results suggest that the proximity of tempera-
ture extremes to species-level thermal limits affects the relative 
abundance of vertebrate populations across human-altered land 
uses, with populations in sites where temperature extremes are 
closer to their maximum or minimum thermal limit being filtered out 
of most human-altered land uses. Proximity to minimum and max-
imum monthly precipitation extremes was also found to influence 
species' relative abundance and probability of occurrence, respec-
tively, in human-altered land uses. These results are likely due, at 
least in part, to the local climatic changes following land-use change 
directly and/or indirectly impacting vertebrate populations. Overall, 
we highlight variation in responses to human-altered land uses 
across a species' range, depending on population's climatic positions. 
This variation has important implications when assessing risk from 
land-use pressures, exploring interactions between environmental 
pressures, and producing conservation or management plans.

ACKNOWLEDG EMENTS
We thank Richard Pearson, Kate Jones, Jeremy Kerr and Peter 
Soroye for useful discussions during the production of this manu-
script. We also thank Stuart Butchart and BirdLife International for 
providing BirdLife data and range maps. This work was supported by 
a Royal Society Research Grant to TN, which supports the PhD stu-
dentship of JJW (RG160501), a Royal Society University Research 
Fellowship to TN (UF150526) and a Royal Society International 
Exchanges Grant to TN (IE161031).

PEER RE VIE W
The peer review history for this article is available at https://publo​
ns.com/publo​n/10.1111/ddi.13282.

DATA AVAIL ABILIT Y S TATEMENT
Data are available from the Dryad Digital Repository (https://doi.
org/10.5061/dryad.sj3tx​964n) and code on a public GitHub reposi-
tory (https://github.com/JJWil​liams​24/Verte​brate​-respo​nses-to-
human​-land-use-are-influ​enced​-by-their​-proxi​mity-to-clima​tic-toler​
ance-limit). The original PREDICTS database can be downloaded 
from https://data.nhm.ac.uk/datas​et/the-2016-relea​se-of-the-predi​
cts-database. The WorldClim Version 1.4 climatic variable maps can 
be downloaded from http://www.world​clim.com/version1. Species 
distribution maps can be downloaded or requested from https://
www.iucnr​edlist.org/resou​rces/spati​al-data-download and http://
dataz​one.birdl​ife.org/speci​es/reque​stdis, respectively.

ORCID
Jessica J. Williams   https://orcid.org/0000-0002-8275-7597 
Tim Newbold   https://orcid.org/0000-0001-7361-0051 

R E FE R E N C E S
Allan, J. R., Watson, J. E. M., Di Marco, M., O'Bryan, C. J., Possingham, H. 

P., Atkinson, S. C., & Venter, O. (2019). Hotspots of human impact on 
threatened terrestrial vertebrates. PLoS Biology, 17(3), 1–18. https://
doi.org/10.1371/journ​al.pbio.3000158

Angilletta, M. J., Wilson, R. S., Niehaus, A. C., Sears, M. W., Navas, C. 
A., & Ribeiro, P. L. (2007). Urban physiology: City ants possess high 
heat tolerance. PLoS One, 2(2), e258. https://doi.org/10.1371/journ​
al.pone.0000258

Araújo, M. B., Ferri-Yáñez, F., Bozinovic, F., Marquet, P. A., Valladares, F., 
& Chown, S. L. (2013). Heat freezes niche evolution. Ecology Letters, 
16(9), 1206–1219. https://doi.org/10.1111/ele.12155

Barnagaud, J. Y., Barbaro, L., Hampe, A., Jiguet, F., & Archaux, F. (2013). 
Species' thermal preferences affect forest bird communities along 
landscape and local scale habitat gradients. Ecography, 36, 1218–
1226. https://doi.org/10.1111/j.1600-0587.2012.00227.x

Barnagaud, J. Y., Devictor, V., Jiguet, F., Barbet-Massin, M., Viol, I., & 
Archaux, F. (2012). Relating habitat and climatic niches in birds. PLoS 
One, 7(3), e32819. https://doi.org/10.1371/journ​al.pone.0032819

Barneche, D. R., Jahn, M., & Seebacher, F. (2019). Warming increases the 
cost of growth in a model vertebrate. Functional Ecology, 33(7), 1256–
1266. https://doi.org/10.1111/1365-2435.13348

Bates, D., Maechler, M., Bolker, B., & Walker, S. (2015). Fitting linear 
mixed-effects models using lme4. Journal of Statistical Software, 
67(1), 1–48. https://doi.org/10.18637/​jss.v067.i01

Bennett, J. M., Calosi, P., Clusella-Trullas, S., Martínez, B., Sunday, J., 
Algar, A. C., Araújo, M. B., Hawkins, B. A., Keith, S., Kühn, I., Rahbek, 
C., Rodríguez, L., Singer, A., Villalobos, F., Ángel Olalla-Tárraga, M., & 
Morales-Castilla, I. (2018). GlobTherm, a global database on thermal 
tolerances for aquatic and terrestrial organisms. Scientific Data, 5, 1–
7. https://doi.org/10.1038/sdata.2018.22

Bennett, J. M., Calosi, P., Clusella-Trullas, S., Martínez, B., Sunday, J., 
Algar, A. C., Araújo, M. B., Hawkins, B. A., Keith, S., Kühn, I., Rahbek, 
C., Rodríguez, L., Singer, A., Villalobos, F., Olalla-Tárraga, M. Á., 
& Morales-Castilla, I. (2017). Dryad Digital Repository, https://doi.
org/10.5061/dryad.1cv08

Betts, M. G., Phalan, B., Frey, S. J. K., Rousseau, J. S., & Yang, Z. (2018). 
Old-growth forests buffer climate-sensitive bird populations from 
warming. Diversity and Distributions, 24(4), 439–447. https://doi.
org/10.1111/ddi.12688

BirdLife International (2018). BirdLife International data zone. BirdLife 
International. www.dataz​one.birdl​ife.org/home

BirdLife International, NatureServe (2012). Bird species distribution maps 
of the world. Ver. 2.0. www.birdl​ife.org/dataz​one.info/spcdo​wnload

Bivand, R., Keitt, T., & Rowlingson, B. (2019). rgdal: Bindings for the 
‘Geospatial’ data abstraction library. R package version 1.4-8. https://
CRAN.R-proje​ct.org/packa​ge=rgdal

Bivand, R., & Rundel, C. (2019). rgeos: Interface to geometry engine - open 
source (‘GEOS’). R package version 0.4-3. https://CRAN.R-proje​
ct.org/packa​ge=rgeos

Boucher, O., Myhre, G., & Myhre, A. (2004). Direct human influence of ir-
rigation on atmospheric water vapour and climate. Climate Dynamics, 
22, 597–603. https://doi.org/10.1007/s0038​2-004-0402-4

Brown, J. H., Whitham, T. G., Morgan Ernest, S. K., & Gehring, C. A. 
(2001). Complex species interactions and the dynamics of ecologi-
cal systems: Long-term experiments. Science, 293(5530), 643–650. 
https://doi.org/10.1126/scien​ce.293.5530.643

Calosi, P., Bilton, D. T., Spicer, J. I., Votier, S. C., & Atfield, A. (2010). 
What determines a species' geographical range? Thermal biology 
and latitudinal range size relationships in European diving beetles 
(Coleoptera: Dytiscidae). Journal of Animal Ecology, 79, 194–204. 
https://doi.org/10.1111/j.1365-2656.2009.01611.x

Collins, M., Knutti, R., Dufresne, J.-L., Fichefet, T., Friedlingstein, P., Gao, 
X., & Wehner, M. (2013). Long-term Climate change: Projections, com-
mitments and irreversibility. Climate change 2013: The physical science 

https://publons.com/publon/10.1111/ddi.13282
https://publons.com/publon/10.1111/ddi.13282
https://doi.org/10.5061/dryad.sj3tx964n
https://doi.org/10.5061/dryad.sj3tx964n
https://github.com/JJWilliams24/Vertebrate-responses-to-human-land-use-are-influenced-by-their-proximity-to-climatic-tolerance-limit
https://github.com/JJWilliams24/Vertebrate-responses-to-human-land-use-are-influenced-by-their-proximity-to-climatic-tolerance-limit
https://github.com/JJWilliams24/Vertebrate-responses-to-human-land-use-are-influenced-by-their-proximity-to-climatic-tolerance-limit
https://data.nhm.ac.uk/dataset/the-2016-release-of-the-predicts-database
https://data.nhm.ac.uk/dataset/the-2016-release-of-the-predicts-database
http://www.worldclim.com/version1
https://www.iucnredlist.org/resources/spatial-data-download
https://www.iucnredlist.org/resources/spatial-data-download
http://datazone.birdlife.org/species/requestdis
http://datazone.birdlife.org/species/requestdis
https://orcid.org/0000-0002-8275-7597
https://orcid.org/0000-0002-8275-7597
https://orcid.org/0000-0001-7361-0051
https://orcid.org/0000-0001-7361-0051
https://doi.org/10.1371/journal.pbio.3000158
https://doi.org/10.1371/journal.pbio.3000158
https://doi.org/10.1371/journal.pone.0000258
https://doi.org/10.1371/journal.pone.0000258
https://doi.org/10.1111/ele.12155
https://doi.org/10.1111/j.1600-0587.2012.00227.x
https://doi.org/10.1371/journal.pone.0032819
https://doi.org/10.1111/1365-2435.13348
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.1038/sdata.2018.22
https://doi.org/10.5061/dryad.1cv08
https://doi.org/10.5061/dryad.1cv08
https://doi.org/10.1111/ddi.12688
https://doi.org/10.1111/ddi.12688
http://www.datazone.birdlife.org/home
http://www.birdlife.org/datazone.info/spcdownload
https://CRAN.R-project.org/package=rgdal
https://CRAN.R-project.org/package=rgdal
https://CRAN.R-project.org/package=rgeos
https://CRAN.R-project.org/package=rgeos
https://doi.org/10.1007/s00382-004-0402-4
https://doi.org/10.1126/science.293.5530.643
https://doi.org/10.1111/j.1365-2656.2009.01611.x


14  |     WILLIAMS and NEWBOLD

basis. Contribution of working group I to the fifth assessment report 
of the intergovernmental panel on climate change (pp. 1029–1136). 
https://doi.org/10.1017/CBO97​81107​415324.023

Corlett, R. T. (2011). Climate change in the tropics: The end of the world 
as we know it? Biological Conservation, 151(1), 22–25. https://doi.
org/10.1016/j.biocon.2011.11.027

Costa, M. H., & Foley, J. A. (2000). Combined effects of deforesta-
tion and doubled atmospheric CO2 concentrations on the cli-
mate of Amazonia. Journal of Climate, 13(1), 18–34. https://doi.
org/10.1175/1520-0442(2000)013<0018:CEODA​D>2.0.CO;2

Daily, G. C., & Ehrlich, P. R. (1996). Nocturnality and species survival. 
Proceedings of the National Academy of Sciences, 93, 11709–11712. 
https://doi.org/10.1073/pnas.93.21.11709

Dallas, T., Decker, R. R., & Hastings, A. (2017). Species are not most abun-
dant in the centre of their geographic range or climatic niche. Ecology 
Letters, 20(12), 1526–1533. https://doi.org/10.1111/ele.12860

Dallas, T. A., & Hastings, A. (2018). Habitat suitability estimated by niche 
models is largely unrelated to species abundance. Global Ecology 
and Biogeography, 27(12), 1448–1456. https://doi.org/10.1111/
geb.12820

De Frenne, P., Zellweger, F., Rodríguez-Sánchez, F., Scheffers, B. R., 
Hylander, K., Luoto, M., Vellend, M., Verheyen, K., & Lenoir, J. (2019). 
Global buffering of temperatures under forest canopies. Nature 
Ecology & Evolution, 3, 744–749. https://doi.org/10.1038/s4155​
9-019-0842-1

Dent, D. H., & Wright, S. J. (2009). The future of tropical species in 
secondary forests: A quantitative review. Biological Conservation, 
142(12), 2833–2843. https://doi.org/10.1016/j.biocon.2009.05.035

Deutsch, C. A., Tewksbury, J. J., Huey, R. B., Sheldon, K. S., Ghalambor, 
C. K., Haak, D. C., & Martin, P. R. (2008). Impacts of climate warming 
on terrestrial ectotherms across latitude. Proceedings of the National 
Academy of Sciences, 105(18), 6668–6672. https://doi.org/10.1073/
pnas.07094​72105

Dillon, M. E., Wang, G., & Huey, R. B. (2010). Global metabolic impacts 
of recent climate warming. Nature, 467(7316), 704–706. https://doi.
org/10.1038/natur​e09407

ESRI (2015). ArcGIS desktop: Ver. 10.4. Environmental Systems Research 
Institute.

Ewers, R. M., & Banks-Leite, C. (2013). Fragmentation impairs the micro-
climate buffering effect of tropical forests. PLoS One, 8(3), e58093. 
https://doi.org/10.1371/journ​al.pone.0058093

Foley, J. A., Ramankutty, N., Brauman, K. A., Cassidy, E. S., Gerber, J. 
S., Johnston, M., Mueller, N. D., O'Connell, C., Ray, D. K., West, P. 
C., Balzer, C., Bennett, E. M., Carpenter, S. R., Hill, J., Monfreda, C., 
Polasky, S., Rockström, J., Sheehan, J., Siebert, S., … Zaks, D. P. M. 
(2011). Solutions for a cultivated planet. Nature, 478(7369), 337–342. 
https://doi.org/10.1038/natur​e10452

Frishkoff, L. O., Gabot, E., Sandler, G., Marte, C., & Mahler, D. L. (2019). 
Elevation shapes the reassembly of Anthropocene lizard communi-
ties. Nature Ecology & Evolution, 3, 638–646. https://doi.org/10.1038/
s4155​9-019-0819-0

Frishkoff, L. O., Hadly, E. A., & Daily, G. C. (2015). Thermal niche predicts 
tolerance to habitat conversion in tropical amphibians and reptiles. 
Global Change Biology, 21(11), 3901–3916. https://doi.org/10.1111/
gcb.13016

Frishkoff, L. O., Karp, D. S., Flanders, J. R., Zook, J., Hadly, E. A., Daily, G. 
C., & M'Gonigle, L. K. (2016). Climate change and habitat conversion 
favour the same species. Ecology Letters, 19(9), 1081–1090. https://
doi.org/10.1111/ele.12645

Fu, B., Wang, J., Chen, L., & Qiu, Y. (2003). The effects of land use on 
soil moisture variation in the Danangou catchment of the Loess 
Plateau, China. Catena, 54, 197–213. https://doi.org/10.1016/S0341​
-8162(03)00065​-1

GBIF.org (25 June 2015). GBIF occurrence download. https://doi.
org/10.15468/​dl.rrlzzi

Gerick, A. A., Munshaw, R. G., Palen, W. J., Combes, S. A., & Regan, S. 
M. O. (2014). Thermal physiology and species distribution mod-
els reveal climate vulnerability of temperate amphibians. Journal of 
Biogeography, 41, 713–723. https://doi.org/10.1111/jbi.12261

Gillooly, J. F., Brown, J. H., West, G. B., Savage, V. M., & Charnov, 
E. L. (2001). Effects of size and temperature on metabolic rate: 
Supplementary material. Science, 293(5538), 2248–2251. https://doi.
org/10.1126/scien​ce.1061967

Hadfield, J. D. (2010). MCMC methods for multi-response generalised 
linear mixed models: The MCMCglmm R Package. Journal of Statistical 
Software, 33(2), 1–22.

Herkt, K. M. B., Skidmore, A. K., & Fahr, J. (2017). Macroecological 
conclusions based on IUCN expert maps: A call for caution. Global 
Ecology and Biogeography, 26(8), 930–941. https://doi.org/10.1111/
geb.12601

Hijmans, R. J. (2019). raster: Geographic data analysis and modeling. R 
package version 2.8-19. https://CRAN.R-proje​ct.org/packa​ge=raster

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(15), 1965–1978. https://
doi.org/10.1002/joc.1276

HilleRisLambers, J., Harsch, M. A., Ettinger, A. K., Ford, K. R., & Theobald, 
E. J. (2013). How will biotic interactions influence climate change-
induced range shifts? Annals of the New York Academy of Sciences, 
1297, 112–125. https://doi.org/10.1111/nyas.12182

Hudson, L. N., Newbold, T., Contu, S., Hill, S. L. L., Lysenko, I., De Palma, 
A., Phillips, H. R. P., Senior, R. A., Bennett, D. J., Booth, H., Choimes, A., 
Correia, D. L. P., Day, J., Echeverría-Londoño, S., Garon, M., Harrison, 
M. L. K., Ingram, D. J., Jung, M., Kemp, V., … Purvis, A. (2014). The 
PREDICTS database: A global database of how local terrestrial bio-
diversity responds to human impacts. Ecology and Evolution, 4(24), 
4701–4735. https://doi.org/10.1002/ece3.1303

Hudson, L. N., Newbold, T., Contu, S., Hill, S. L. L., Lysenko, I., & De 
Palma, A. (2016). Dataset: The 2016 release of the PREDICTS database. 
Natural History Museum Data Portal (data.nhm.ac.uk). https://doi.
org/10.5519/0066354

Hudson, L. N., Newbold, T., Contu, S., Hill, S. L. L., Lysenko, I., De Palma, 
A., Phillips, H. R. P., Alhusseini, T. I., Bedford, F. E., Bennett, D. J., 
Booth, H., Burton, V. J., Chng, C. W. T., Choimes, A., Correia, D. L. P., 
Day, J., Echeverría-Londoño, S., Emerson, S. R., Gao, D. I., … Purvis, 
A. (2017). The database of the PREDICTS (Projecting Responses of 
Ecological Diversity In Changing Terrestrial Systems) project. Ecology 
and Evolution, 7(1), 145–188. https://doi.org/10.1002/ece3.2579

Hurlbert, A. H., & Jetz, W. (2007). Species richness, hotspots, and the 
scale dependence of range maps in ecology and conservation. 
Proceedings of the National Academy of Sciences, 104(33), 13384–
13389. https://doi.org/10.1073/pnas.07044​69104

IUCN (2016). The IUCN Red List of threatened species. Ver. 2016-1. www.
iucnr​edlist.org

IUCN (2017). The IUCN Red List of threatened species. Version 2017-1. 
http://www.iucnr​edlist.org

Janzen, D. H. (1967). Why mountain passes are higher in the tropics. The 
American Naturalist, 101, 233–246. https://doi.org/10.1086/282487

Jarzyna, M. A., Zuckerberg, B., Finley, A. O., & Porter, W. F. (2016). 
Synergistic effects of climate and land cover: Grassland birds are 
more vulnerable to climate change. Landscape Ecology, 31(10), 2275–
2290. https://doi.org/10.1007/s1098​0-016-0399-1

Khaliq, I., Böhning-Gaese, K., Prinzinger, R., Pfenninger, M., & Hof, C. 
(2017). The influence of thermal tolerances on geographical ranges 
of endotherms. Global Ecology and Biogeography, 26(6), 650–668. 
https://doi.org/10.1111/geb.12575

Kingsolver, J. G., Diamond, S. E., & Buckley, L. B. (2013). Heat stress 
and the fitness consequences of climate change for terrestrial 
ectotherms. Functional Ecology, 27(6), 1415–1423. https://doi.
org/10.1111/1365-2435.12145

https://doi.org/10.1017/CBO9781107415324.023
https://doi.org/10.1016/j.biocon.2011.11.027
https://doi.org/10.1016/j.biocon.2011.11.027
https://doi.org/10.1175/1520-0442(2000)013%3C0018:CEODAD%3E2.0.CO;2
https://doi.org/10.1175/1520-0442(2000)013%3C0018:CEODAD%3E2.0.CO;2
https://doi.org/10.1073/pnas.93.21.11709
https://doi.org/10.1111/ele.12860
https://doi.org/10.1111/geb.12820
https://doi.org/10.1111/geb.12820
https://doi.org/10.1038/s41559-019-0842-1
https://doi.org/10.1038/s41559-019-0842-1
https://doi.org/10.1016/j.biocon.2009.05.035
https://doi.org/10.1073/pnas.0709472105
https://doi.org/10.1073/pnas.0709472105
https://doi.org/10.1038/nature09407
https://doi.org/10.1038/nature09407
https://doi.org/10.1371/journal.pone.0058093
https://doi.org/10.1038/nature10452
https://doi.org/10.1038/s41559-019-0819-0
https://doi.org/10.1038/s41559-019-0819-0
https://doi.org/10.1111/gcb.13016
https://doi.org/10.1111/gcb.13016
https://doi.org/10.1111/ele.12645
https://doi.org/10.1111/ele.12645
https://doi.org/10.1016/S0341-8162(03)00065-1
https://doi.org/10.1016/S0341-8162(03)00065-1
https://doi.org/10.15468/dl.rrlzzi
https://doi.org/10.15468/dl.rrlzzi
https://doi.org/10.1111/jbi.12261
https://doi.org/10.1126/science.1061967
https://doi.org/10.1126/science.1061967
https://doi.org/10.1111/geb.12601
https://doi.org/10.1111/geb.12601
https://CRAN.R-project.org/package=raster
https://doi.org/10.1002/joc.1276
https://doi.org/10.1002/joc.1276
https://doi.org/10.1111/nyas.12182
https://doi.org/10.1002/ece3.1303
https://doi.org/10.5519/0066354
https://doi.org/10.5519/0066354
https://doi.org/10.1002/ece3.2579
https://doi.org/10.1073/pnas.0704469104
http://www.iucnredlist.org
http://www.iucnredlist.org
http://www.iucnredlist.org
https://doi.org/10.1086/282487
https://doi.org/10.1007/s10980-016-0399-1
https://doi.org/10.1111/geb.12575
https://doi.org/10.1111/1365-2435.12145
https://doi.org/10.1111/1365-2435.12145


     |  15WILLIAMS and NEWBOLD

Liebl, A. L., & Martin, L. B. (2012). Exploratory behaviour and stressor 
hyper responsiveness facilitate range expansion of an introduced 
songbird. Proceedings of the Royal Society B: Biological Sciences, 
279(1746), 4375–4381. https://doi.org/10.1098/rspb.2012.1606

Luke, S. (2017). Evaluating significance in linear mixed-effects models. 
Behavior Research Methods, 49, 1494–1502. https://doi.org/10.3758/
s1342​8-016-0809-y

Manning, J. M., & Bronson, F. H. (1990). The effects of low temperature 
and food intake on ovulation in domestic mice. Physiological Zoology, 
63(5), 938–948. https://doi.org/10.1086/physz​ool.63.5.30152622

Menke, S. B., Guénard, B., Sexton, J. O., Weiser, M. D., Dunn, R. R., & 
Silverman, J. (2011). Urban areas may serve as habitat and corri-
dors for dry-adapted, heat tolerant species; an example from ants. 
Urban Ecosystems, 14(2), 135–163. https://doi.org/10.1007/s1125​
2-010-0150-7

Meyer, C., Kreft, H., Guralnick, R., & Jetz, W. (2015). Global priorities for 
an effective information basis of biodiversity distributions. Nature 
Communications, 6, 1–8. https://doi.org/10.1038/ncomm​s9221

Millennium Ecosystem Assessment (2005). Ecosystems and human well-
being: Biodiversity synthesis. Ecosystems. Island Press. https://doi.
org/10.1196/annals.1439.003

Mitchell, D., Snelling, E. P., Hetem, R. S., Maloney, S. K., Strauss, W. 
M., & Fuller, A. (2018). Revisiting concepts of thermal physiology: 
Predicting responses of mammals to climate change. Journal of Animal 
Ecology, 87(4), 956–973. https://doi.org/10.1111/1365-2656.12818

Molotoks, A., Stehfest, E., Doelman, J., Albanito, F., Fitton, N., Dawson, 
T. P., & Smith, P. (2018). Global projections of future cropland expan-
sion to 2050 and direct impacts on biodiversity and carbon storage. 
Global Change Biology, 24(12), 5895–5908. https://doi.org/10.1111/
gcb.14459

Morecroft, M. D., Masters, G. J., Brown, V. K., Clarke, I. P., Taylor, 
M. E., & Whitehouse, A. T. (2004). Changing precipitation pat-
terns alter plant community dynamics and succession in an ex-
arable grassland. Functional Ecology, 18, 648–655. https://doi.
org/10.1111/j.0269-8463.2004.00896.x

Newbold, T., Hudson, L. N., Phillips, H. R. P., Hill, S. L. L., Contu, S., 
Lysenko, I., Blandon, A., Butchart, S. H. M., Booth, H. L., Day, J., De 
Palma, A., Harrison, M. L. K., Kirkpatrick, L., Pynegar, E., Robinson, A., 
Simpson, J., Mace, G. M., Scharlemann, J. P. W., & Purvis, A. (2014). A 
global model of the response of tropical and sub-tropical forest bio-
diversity to anthropogenic pressures. Proceedings of the Royal Society 
B: Biological Sciences, 281, 20141371. https://doi.org/10.1098/
rspb.2014.1371

Newbold, T., Oppenheimer, P., Etard, A., & Williams, J. J. (2020). Tropical 
and Mediterranean biodiversity is disproportionately sensitive to 
land-use and climate change. Naturel Ecology & Evolution, 4, 1630–
1638. https://doi.org/10.1038/s4155​9-020-01303​-0

Northrup, J. M., Rivers, J. W., Yang, Z., & Betts, M. G. (2019). Synergistic 
effects of climate and land-use change influence broad-scale avian 
population declines. Global Change Biology, 25(5), 1561–1575. https://
doi.org/10.1111/gcb.14571

Nowakowski, A. J., Watling, J. I., Whitfield, S. M., Todd, B. D., Kurz, D. 
J., & Donnelly, M. A. (2017). Tropical amphibians in shifting thermal 
landscapes under land-use and climate change. Conservation Biology, 
31(1), 96–105. https://doi.org/10.1111/cobi.12769

Oliver, T. H., Gillings, S., Pearce-Higgins, J. W., Brereton, T., Crick, H. Q. 
P., Duffield, S. J., Morecroft, M. D., & Roy, D. B. (2017). Large ex-
tents of intensive land use limit community reorganization during 
climate warming. Global Change Biology, 23(6), 2272–2283. https://
doi.org/10.1111/gcb.13587

Orme, C. D. L., Mayor, S., dos Anjos, L., Develey, P. F., Hatfield, J. H., 
Morante-Filho, J. C., Tylianakis, J. M., Uezu, A., & Banks-Leite, C. 
(2019). Distance to range edge determines sensitivity to deforesta-
tion. Nature Ecology & Evolution, 3, 886–891. https://doi.org/10.1038/
s4155​9-019-0889-z

Pacifici, M., Visconti, P., Butchart, S. H. M., Watson, J. E. M., Cassola, F. 
M., & Rondinini, C. (2017). Species' traits influenced their response to 
recent climate change. Nature Climate Change, 7(3), 205–208. https://
doi.org/10.1038/nclim​ate3223

Pearson, R. G., & Dawson, T. P. (2003). Predicting the impacts of climate 
change on the distribution of species: Are bioclimate envelope mod-
els useful? Global Ecology and Biogeography, 12, 361–371. https://doi.
org/10.1046/j.1466-822X.2003.00042.x

Peterson, A. T., Soberón, J., Pearson, R. G., Anderson, R. P., Martínez-
Meyer, E., Nakamura, M., & Araújo, M. B. (2011). Ecological niches and 
geographic distributions. Princeton University Press.

Piano, E., De Wolf, K., Bona, F., Bonte, D., Bowler, D. E., Isaia, M., Lens, 
L., Merckx, T., Mertens, D., van Kerckvoorde, M., De Meester, L., & 
Hendrickx, F. (2017). Urbanization drives community shifts towards 
thermophilic and dispersive species at local and landscape scales. 
Global Change Biology, 23(7), 2554–2564. https://doi.org/10.1111/
gcb.13606

Potts, J. M., & Elith, J. (2006). Comparing species abundance models. 
Ecological Modelling, 9, 153–163. https://doi.org/10.1016/j.ecolm​
odel.2006.05.025

R Core Team (2019). R: A language and environment for statistical com-
puting. R Foundation for Statistical Computing. www.R-proje​ct.org/

Rezende, E. L., Castañeda, L. E., & Santos, M. (2014). Tolerance land-
scapes in thermal ecology. Functional Ecology, 28(4), 799–809. 
https://doi.org/10.1111/1365-2435.12268

Robinson, R. A., Crick, H., Learmonth, J. A., Maclean, I., Thomas, C. D., 
Bairlein, F., Forchhammer, M. C., Francis, C. M., Gill, J. A., Godley, B. 
J., Harwood, J., Hays, G. C., Huntley, B., Hutson, A. M., Pierce, G. J., 
Rehfisch, M. M., Sims, D. W., Santos, B. M., Sparks, T. H., … Visser, M. 
E. (2009). Travelling through a warming world: Climate change and 
migratory species. Endangered Species Research, 7(2), 87–99. https://
doi.org/10.3354/esr00095

Russell, A. F., Clutton-Brock, T. H., Brotherton, P. N. M., Sharpe, L. L., 
Mcilrath, G. M., Dalerum, F. D., Cameron, E. Z., & Barnard, J. A. 
(2002). Factors affecting pup growth and survival in co-operatively 
breeding meerkats Suricata suricatta. Journal of Animal Ecology, 71(4), 
700–709. https://doi.org/10.1046/j.1365-2656.2002.00636.x

Santini, L., Pironon, S., Maiorano, L., & Thuiller, W. (2019). Addressing 
common pitfalls does not provide more support to geographical and 
ecological abundant-centre hypotheses. Ecography, 42(4), 696–705. 
https://doi.org/10.1111/ecog.04027

Senior, R. A., Hill, J. K., González del Pliego, P., Goode, L. K., & Edwards, 
D. P. (2017). A pantropical analysis of the impacts of forest degra-
dation and conversion on local temperature. Ecology and Evolution, 
7(19), 7897–7908. https://doi.org/10.1002/ece3.3262

Shackelford, G. E., Steward, P. R., German, R. N., Sait, S. M., & Benton, 
T. G. (2015). Conservation planning in agricultural landscapes: 
Hotspots of conflict between agriculture and nature. Diversity and 
Distributions, 21(3), 357–367. https://doi.org/10.1111/ddi.12291

Soroye, P., Newbold, T., & Kerr, J. (2020). Climate change contributes to 
widespread declines among bumble bees across continents. Science, 
367, 685–688. https://doi.org/10.1126/scien​ce.aax8591

Srinivasan, U., Elsen, P. R., & Wilcove, D. S. (2019). Annual temperature 
variation influences the vulnerability of montane bird communities 
to land-use change. Ecography, 42, 1–11. https://doi.org/10.1111/
ecog.04611

Sunday, J. M., Bates, A. E., & Dulvy, N. K. (2012). Thermal tolerance and 
the global redistribution of animals. Nature Climate Change, 2(9), 
686–690. https://doi.org/10.1038/nclim​ate1539

Sunday, J. M., Bates, A. E., Kearney, M. R., Colwell, R. K., Dulvy, N. K., 
Longino, J. T., & Huey, R. B. (2014). Thermal-safety margins and the 
necessity of thermoregulatory behavior across latitude and eleva-
tion. Proceedings of the National Academy of Sciences of the United 
States of America, 111(15), 5610–5615. https://doi.org/10.1073/
pnas.13161​45111

https://doi.org/10.1098/rspb.2012.1606
https://doi.org/10.3758/s13428-016-0809-y
https://doi.org/10.3758/s13428-016-0809-y
https://doi.org/10.1086/physzool.63.5.30152622
https://doi.org/10.1007/s11252-010-0150-7
https://doi.org/10.1007/s11252-010-0150-7
https://doi.org/10.1038/ncomms9221
https://doi.org/10.1196/annals.1439.003
https://doi.org/10.1196/annals.1439.003
https://doi.org/10.1111/1365-2656.12818
https://doi.org/10.1111/gcb.14459
https://doi.org/10.1111/gcb.14459
https://doi.org/10.1111/j.0269-8463.2004.00896.x
https://doi.org/10.1111/j.0269-8463.2004.00896.x
https://doi.org/10.1098/rspb.2014.1371
https://doi.org/10.1098/rspb.2014.1371
https://doi.org/10.1038/s41559-020-01303-0
https://doi.org/10.1111/gcb.14571
https://doi.org/10.1111/gcb.14571
https://doi.org/10.1111/cobi.12769
https://doi.org/10.1111/gcb.13587
https://doi.org/10.1111/gcb.13587
https://doi.org/10.1038/s41559-019-0889-z
https://doi.org/10.1038/s41559-019-0889-z
https://doi.org/10.1038/nclimate3223
https://doi.org/10.1038/nclimate3223
https://doi.org/10.1046/j.1466-822X.2003.00042.x
https://doi.org/10.1046/j.1466-822X.2003.00042.x
https://doi.org/10.1111/gcb.13606
https://doi.org/10.1111/gcb.13606
https://doi.org/10.1016/j.ecolmodel.2006.05.025
https://doi.org/10.1016/j.ecolmodel.2006.05.025
http://www.R-project.org/
https://doi.org/10.1111/1365-2435.12268
https://doi.org/10.3354/esr00095
https://doi.org/10.3354/esr00095
https://doi.org/10.1046/j.1365-2656.2002.00636.x
https://doi.org/10.1111/ecog.04027
https://doi.org/10.1002/ece3.3262
https://doi.org/10.1111/ddi.12291
https://doi.org/10.1126/science.aax8591
https://doi.org/10.1111/ecog.04611
https://doi.org/10.1111/ecog.04611
https://doi.org/10.1038/nclimate1539
https://doi.org/10.1073/pnas.1316145111
https://doi.org/10.1073/pnas.1316145111


16  |     WILLIAMS and NEWBOLD

VanDerWal, J., Shoo, L. P., Johnson, C. N., & Williams, S. E. (2009). 
Abundance and the environmental niche: Environmental suitabil-
ity estimated from niche models predicts the upper limit of local 
abundance. American Naturalist, 174(2), 282–291. https://doi.
org/10.1086/600087

Weber, M. M., Stevens, R. D., Diniz-Filho, J. A. F., & Grelle, C. E. V. (2017). 
Is there a correlation between abundance and environmental suit-
ability derived from ecological niche modelling? A meta-analysis. 
Ecography, 40(7), 817–828. https://doi.org/10.1111/ecog.02125

Welbergen, J. A., Klose, S. M., Markus, N., & Eby, P. (2008). Climate 
change and the effects of temperature extremes on Australian 
flying-foxes. Proceedings of the Royal Society B: Biological Sciences, 
275, 419–425. https://doi.org/10.1098/rspb.2007.1385

Williams, J. J., Bates, A. E., & Newbold, T. (2020). Human-dominated land 
uses favour species affiliated with more extreme climates, especially 
in the tropics. Ecography, 43, 391–405. https://doi.org/10.1111/
ecog.04806

Williams, J. J., & Newbold, T. (2020). Local climatic changes affect bio-
diversity responses to land use: A review. Diversity and Distributions, 
26(1), 76–92. https://doi.org/10.1111/ddi.12999

Williams, S. E., Shoo, L. P., Henriod, R., & Pearson, R. G. (2010). 
Elevational gradients in species abundance, assemblage struc-
ture and energy use of rainforest birds in the Australian Wet 
Tropics bioregion. Austral Ecology, 35(6), 650–664. https://doi.
org/10.1111/j.1442-9993.2009.02073.x

Wilson, K., Pressey, R. L., Newton, A., Burgman, M., Possingham, H., & 
Weston, C. (2005). Measuring and incorporating vulnerability into 
conservation planning. Environmental Management, 35(5), 527–543. 
https://doi.org/10.1007/s0026​7-004-0095-9

Zeppel, M. J. B., Wilks, J. V., & Lewis, J. D. (2014). Impacts of ex-
treme precipitation and seasonal changes in precipitation on 
plants. Biogeosciences, 11, 3083–3093. https://doi.org/10.5194/
bg-11-3083-2014

Zuur, A., Ieno, E. N., Walker, N., Saveliev, A. A., & Smith, G. M. (2009). 
Mixed effects models and extensions in ecology with R (1st ed.). Springer-
Verlag New York. https://doi.org/10.1007/978-0-387-87458​-6

BIOSKE TCHE S
Jessica J. Williams is a PhD student interested in macroecology 
and conservation, currently studying the response of biodiver-
sity to climate and land-use change. Further information can be 
found at https://jessw​illia​ms92.wixsi​te.com/mysite.

Tim Newbold's research aims to understand how biodiversity 
is changing in response to recent environmental change and to 
predict how biodiversity will change in the future. He is also in-
terested in the consequences of biodiversity change for human 
societies. Further information can be found at https://timne​
wbold.github.io/.

SUPPORTING INFORMATION
Additional supporting information may be found online in the 
Supporting Information section.

How to cite this article: Williams JJ, Newbold T. Vertebrate 
responses to human land use are influenced by their 
proximity to climatic tolerance limits. Divers Distrib. 
2021;00:1–16. https://doi.org/10.1111/ddi.13282

https://doi.org/10.1086/600087
https://doi.org/10.1086/600087
https://doi.org/10.1111/ecog.02125
https://doi.org/10.1098/rspb.2007.1385
https://doi.org/10.1111/ecog.04806
https://doi.org/10.1111/ecog.04806
https://doi.org/10.1111/ddi.12999
https://doi.org/10.1111/j.1442-9993.2009.02073.x
https://doi.org/10.1111/j.1442-9993.2009.02073.x
https://doi.org/10.1007/s00267-004-0095-9
https://doi.org/10.5194/bg-11-3083-2014
https://doi.org/10.5194/bg-11-3083-2014
https://doi.org/10.1007/978-0-387-87458-6
https://jesswilliams92.wixsite.com/mysite
https://timnewbold.github.io/
https://timnewbold.github.io/
https://doi.org/10.1111/ddi.13282

