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Abstract
Climate change is acting to reallocate biomes, shift the distribution of species, and alter

community assemblages in Alaska. Predictions regarding how these changes will affect the

biodiversity and interspecific relationships of small mammals are necessary to pro-actively

inform conservation planning. We used a set of online occurrence records and machine

learning methods to create bioclimatic envelope models for 17 species of small mammals

(rodents and shrews) across Alaska. Models formed the basis for sets of species-specific

distribution maps for 2010 and were projected forward using the IPCC (Intergovernmental

Panel on Climate Change) A2 scenario to predict distributions of the same species for

2100. We found that distributions of cold-climate, northern, and interior small mammal spe-

cies experienced large decreases in area while shifting northward, upward in elevation, and

inland across the state. In contrast, many southern and continental species expanded

throughout Alaska, and also moved down-slope and toward the coast. Statewide commu-

nity assemblages remained constant for 15 of the 17 species, but distributional shifts

resulted in novel species assemblages in several regions. Overall biodiversity patterns

were similar for both time frames, but followed general species distribution movement

trends. Biodiversity losses occurred in the Yukon-Kuskokwim Delta and Seward Peninsula

while the Beaufort Coastal Plain and western Brooks Range experienced modest gains in

species richness as distributions shifted to form novel assemblages. Quantitative species

distribution and biodiversity change projections should help land managers to develop

adaptive strategies for conserving dispersal corridors, small mammal biodiversity, and eco-

system functionality into the future.
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Introduction
The world’s biomes, specifically in the Arctic and boreal forest of the circumpolar North are
undergoing dramatic changes in climate, geographic distribution, ecosystem function, and
food web structure [1–5]. The implications of these types of biome-level transitions for species
persistence may be profound, and without accurate spatial descriptions, predictions, and moni-
toring, the consequences of this change on ecological systems can scarcely be foreseen. As cli-
mate change shifts biome and ecosystem boundaries, and the expanding human footprint [6]
encroaches further into wildlife habitat, species must either adapt to live within these new bio-
logical limits, disperse to regions with more favorable environmental conditions, or suffer
extirpation [4, 7–8]. As species respond to environmental change, we are likely to witness
novel species interactions and a rearrangement of communities that may have ecosystem-wide
consequences [9–10].

Species ranges are already shifting at global decadal averages of 6.1 km towards the poles
and 6.1 m upward in elevation as climate conditions release southern species from environ-
mental constraints [8, 11]. In the Arctic, where climate effects will be especially pronounced,
species turnover rates are expected to be 25–38% [3]. Biome-level transitions [12] are squeezing
species distributions, especially in arctic and alpine habitats where they are often confined to
increasingly smaller areas [13–15]. As the tundra warms and dries, and permafrost melts,
sedge-dominated vegetation is giving way to shrubs and trees that are expanding both their lat-
itudinal and elevational extents [14, 16–18]. Preliminary assessments show that tundra refugia
are disappearing in southwestern Alaska and shrinking towards the Arctic coast north of the
Brooks Range [12]. At the same time, alpine habitats are being pushed upward by rising tree-
lines, their total area limited by the decreasing amount of land towards mountain summits
[19–22]. Arctic- and alpine-adapted wildlife species are trapped in a waning biome with
increasingly limited options for dispersal and persistence [4, 23–24]. These changes may
adversely affect ecological functionality as the uncertain effects of species turnover cascade up
the food chain [8, 21, 25–26].

In the context of these sweeping environmental changes, it is critical for the scientific conser-
vation of species and ecosystem services to determine how the distribution and functionality of
biotic systems will respond, especially in the North where changes are rapid and extensive [16,
27–28]. However, the consequences of climate-induced changes on Alaskan terrestrial food web
systems, especially the bottom-up effects of prey composition, remains one of the least studied
and understood fields of global change biology [13, 27, 29]. To have an efficient system of global
ecological management, it is essential to understand the details of these processes.

Small mammals compose a diverse and populous set of primary and secondary consumers,
and are themselves essential prey for a variety of carnivorans and raptors [15, 30–31]. Rodents
(Rodentia) and shrews (Soricidae) occupy a range of niche spaces and maintain various combi-
nations of herbivorous, frugivorous, granivorous, fungivorous, and insectivorous diets [32–34].
In Alaska, rodents provide numerous ecological services including seed dispersal [35], mycor-
rhizal fungal symbiosis [36], soil development [34], and herbivory [30–31, 37], whereas insec-
tivorous shrews are known to be valuable for controlling invertebrate populations [38]. Several
core communities of sympatric small mammal species exist across the state [39] with co-occur-
ring species largely maintaining diets partitioned among different combinations of herbaceous
plants and fungi [32]. However, it remains unknown whether these communities will with-
stand the disruptive pressures of anthropogenic climate change.

Despite general observed elevational and latitudinal trends in species movement, the exact
nature of individual small mammal responses to climate change remains complex and some-
times even counterintuitive as species react to new combinations of interacting
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environmental and ecological conditions [8, 24, 26, 40]. Often, these processes are discovered
to be more complicated than initially predicted, as additional analyses reveal new drivers and
interactions that change existing assumptions. Here we use a machine-learning-based biocli-
matic envelope modeling approach [41–45] to outline current environmental conditions con-
ducive for the occurrence of small mammals in Alaska. Based on the IPCC (International
Panel on Climate Change; [2]) A2 climate scenario, we project our models onto future biocli-
matic conditions to outline regions likely to undergo major changes in biodiversity and com-
munity composition. These results will help to further pro-active ecological management
based on the best-available science.

Methods

Data Collation
We compiled over 112,000 digital georeferenced records of small mammals collected from a
diversity of arctic and boreal ecoregions across Alaska ([39], Fig 1, S1 Dataset). A smaller, fil-
tered, subset of this dataset was used as training data to create distribution models for 17 species
of rodents and shrews across Alaska (Table 1). Data were collated from archived occurrence
datasets, primarily from the Global Biodiversity Information Facility (GBIF; www.gbif.org), and
from several natural history museum collections that do not serve their data to GBIF. The com-
piled set of presence-only records was filtered to remove spatial duplicates and records without
geographic precision to at least five decimals. Because of the presence-only nature of archived

Fig 1. Study area map.Depiction of the study area composed of the state of Alaska. Ecoregion boundaries are shown for reference.

doi:10.1371/journal.pone.0132054.g001
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datasets that lack a geographically stratified design, we aimed to minimize the effects of sam-
pling bias by using only one record per species within a 1-km radius of any given location. After
manually removing imprecise and duplicate occurrence records, a total of 4,408 unique geore-
ferenced small mammal records collected between 1900 and 2012 (85% were between 2000 and
2012) remained and comprised the current (2010) model training dataset.

To create models with a binomial response (presence/absence) it was also necessary to gen-
erate a set of ‘pseudo-absences’ to represent areas where target species were unlikely to occur.
We established that the presence of a non-target species, without the known coincidental
occurrence of the target species within a 1-km radius, represented a pseudo-absence for the tar-
get species [46]. Despite potential differences in collection efforts between studies, this was the
pseudo-absence option that resulted in the most accurate models and it performs as well as or
better than other pseudo-absence scenarios [46–48].

Model Development
We used RandomForests (Salford Systems, Inc., San Diego, CA, USA; www.salford-systems.
com) to create spatial distribution models for each of the 17 species of mainland small mam-
mals in Alaska. RandomForests uses a data-driven approach to describe patterns in datasets
and are adept at predicting species distributions using large sets of environmental variables
[49]. The resultant models can be applied across space and time [50–52], while accounting for
the complex, confounding, and non-linear relationships among variables that drive ecological
processes [50, 53–56]. The bioclimatic envelope modeling approach employed here assumes a
stable niche that is conserved over time, allowing for robust quantitative predictions into the

Table 1. Species list andmodel results. List of modeled small mammal species scientific and common names, their associated Taxonomic Serial Number
(TSN), the number of presence and absence locations used to train models, the resultant area under the receiver operator characteristic (AUC ROC; 0–1),
the % of correctly identified presences (specificity), the % of correctly identified absences (sensitivity) and overall % error across all presences and absences.

Species Common Name TSN Presences
(n)

Absences
(n)

AUC
ROC

Specificity
(%)

Sensitivity
(%)

Accuracy
(%)

Clethrionomys/Myodes
rutilus

northern red-backed vole 180293 949 1157 0.94 96.6 71.9 87.7

Dicrostonyx
groenlandicus

northern collared lemming 180328 35 2539 0.94 82.9 92.9 92.8

Lemmus trimucronatus brown lemming 180320 142 2098 0.95 84.5 90.4 90.0

Microtus longicaudus long-tailed vole 180299 191 2292 0.99 97.4 96.3 96.4

Microtus miurus singing vole 180309 183 2153 0.98 90.7 93.7 93.5

Microtus oeconomus root/tundra vole 180298 612 1029 0.94 87.4 84.3 85.4

Microtus
pennsylvanicus

meadow vole 180297 244 1725 0.96 89.8 88.9 89.0

Microtus
xanthognathus

yellow-cheeked/taiga vole 180301 88 2377 0.98 93.2 93.8 93.8

Sorex cinereus cinereus/masked shrew 179929 818 267 0.89 93.4 59.6 85.1

Sorex hoyi pygmy shrew 179946 97 1370 0.95 84.5 89.6 89.2

Sorex monticolus montane/dusky shrew 179950 566 507 0.91 84.7 82.6 83.7

Sorex palustris American water shrew 179933 13 1701 0.83 76.9 90.9 90.8

Sorex tundrensis tundra shrew 179957 195 1071 0.95 88.2 85.6 86.0

Sorex ugyunak barren-ground shrew 552509 37 1634 0.99 97.3 97.1 97.1

Sorex yukonicus/
minutissimus

Alaska tiny shrew/
Eurasian least shrew

555663 34 1610 0.95 91.2 94.0 93.9

Synaptomys borealis northern bog-lemming 180323 142 1986 0.91 73.9 86.3 85.5

Zapus hudsonius meadow jumping mouse 180386 72 2348 0.94 80.6 90.5 90.2

doi:10.1371/journal.pone.0132054.t001
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future [45, 57–58]. This approach does not however, account for the effects that dispersal,
interspecific interactions, and intrinsic or evolutionary adaptation could have in altering the
predicted consequences of a changing climate on distributions [21, 59–61].

Presence points and pseudo-absence points for each species were attributed with 27 envi-
ronmental predictor layers (Table 2) using the Extract values to multi-point tool in ArcGIS 10.2
(ESRI, Inc., Redlands, CA, USA). Environmental predictor variables included continuous ras-
ter (60-m accuracy) and categorical polygon layers, for which spatial GIS layers were available
for both the time periods of 2010–2020 and 2090–2100. Sets of ‘static’ predictor layers (those
anticipated to undergo minimal change between 2010 and 2100) and ‘dynamic’ predictor layers
(those undergoing substantial change as a result of climate effects) were selected based on their
explanatory influence as documented in prior 2010 distribution models of small mammals
([39]; S1 File). The hypothesized and documented effects of these variables may occur directly
at the ecosystem or landscape scales (e.g. habitat, proximity to resources, topography, etc), or
indirectly at landscape or regional scales (e.g. climate, cliome, etc.; Table 2).

The combined 2010 presence/pseudo-absence training datasets for each species were then
modeled in RandomForests. Each model was grown to at least 500 trees and used all other soft-
ware default settings to obtain the best-possible models. Aspatial performance was cross-

Table 2. Model variable list. Predictor variables used in models, type of data (categorical or continuous), and whether variables were changing or constant
across time (static or dynamic). Online sources for layer downloads are also included. Continuous layers have a 60-m resolution.

Variable Name Data Type Temporal Stability Source

Aspect Continuous Static http://ned.usgs.gov/

Distance to Coastline Continuous Static http://dnr.alaska.gov/SpatialUtility/SUC?cmd = vmd&layerid=56

Distance to Lakes Continuous Static http://nhd.usgs.gov/

Distance to March Sea Ice Continuous Dynamic Rogers et al. 2014

Distance to September Sea Ice Continuous Dynamic Rogers et al. 2014

Distance to River Continuous Static http://nhd.usgs.gov/

Distance to Village Continuous Static http://www.adfg.alaska.gov/index.cfm?adfg = maps.data

Distance to Wetlands Continuous Static http://www.fws.gov/wetlands/data/

Cliome Categorical Dynamic https://www.snap.uaf.edu/projects/biome-shift

Elevation Continuous Static http://ned.usgs.gov/

Mean Active Layer Thickness Continuous Dynamic ftp://frosty.gi.alaska.edu/Out/Sergei/ALASKA_Model/GIPL1/

Mean Annual Precipitation Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean Annual Soil Temperature Continuous Dynamic ftp://frosty.gi.alaska.edu/Out/Sergei/ALASKA_Model/GIPL1/

Mean Annual Temperature Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean January Precipitation Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean January Temperature Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean First Day of Freeze Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean First Day of Thaw Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean July Precipitation Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean July Temperature Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean Number of Grow Days Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean January Snow Day Fraction Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Mean July Snow Day Fraction Continuous Dynamic https://www.snap.uaf.edu/tools/data-downloads

Slope Continuous Static http://ned.usgs.gov/

Soil Type Categorical Static http://www.nrcs.usda.gov/wps/portal/nrcs/site/ak/home/

Surficial Geology Categorical Static http://agdc.usgs.gov/data/usgs/geology/metadata/beikman.html

Terrain Continuous Static http://ned.usgs.gov/

doi:10.1371/journal.pone.0132054.t002
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validated internally in RandomForest using an ‘out-of-bag’ set of training points [53]. The dis-
crimination capacity of each model was calculated using the area under the curve (AUC) [62]
based on the receiver-operating characteristic (ROC) and predictive performance was assessed
using the Overall % Correct. Both of these metrics are quantifications of correctly-predicted
presences and absences in each model [54, 63–64]. A symmetric threshold of 0.5 was used to
differentiate between presences and absences for all models.

To create species distribution maps for 2010 and 2100, files containing the predictive algo-
rithm (‘groves’) were applied to a regular lattice of points (5-km resolution) spanning Alaska.
Points in the lattice were also previously attributed with the environmental variable sets for 2010
and 2100. Static variables were held constant across the 2010 and 2100 models, while dynamic
variables were updated for the 2100 model using decadal mean projections for 2090 to 2100
based on a five-model average of IPCC projections using the A2 emissions scenario [2]. The A2
scenario describes a heterogeneous world with a continuously increasing global population pro-
jected to reach 15 billion people by 2100 and rapid growth in carbon emissions related to land
use in excess of 29 billion GtC/yr [65]. This is one of the most pessimistic emissions scenarios in
the public discussion for which downscaled climate projections were available, and so models
based on it represent a widely-accepted, ‘worst-case’ scenario for climate change [65]. Consider-
ing that current CO2 emissions have exceeded those of the A2 scenario for the past decade with
little reduction likely in the near future, this scenario was a realistic choice [66].

Our model outputs generated relative indices of occurrence (RIO) for each point in the reg-
ular lattice for 2010 and 2100. RIO is a ranking of pixels from 0 to 1 representing the likelihood
of belonging to the ‘presence’ class) and is not the same as a probability of occurrence at a
given pixel. In ArcGIS 10.2, RIO values were smoothed for visualization between neighboring
points across the study area extent using the Inverse Distance Weighting (IDW) tool with a
1-km resolution and clipped to the state coastline. This resulted in independent, spatially-con-
tinuous, predictive distribution maps for each species of small mammal in Alaska for the time
periods of 2010 and 2100. RandomForests was also used to rank the relative importance of
environmental variables in models.

Community Composition Analysis
To compare community composition between the two time periods (2010 and 2100) we cre-
ated a set of 50,000 random points across Alaska and attributed each point with the RIO values
from the 17 future species distribution models. This provided a means for determining co-
occurring species at each point. We used the chart.correlation command from the Hmisc pack-
age (F. Harrell; https://github.com/harrelfe/Hmisc) in R 2.12.1 to provide a quantified assess-
ment of the similarities among RIO values of all species at each point. Species-pairings with
correlation coefficients� 0.25 were considered to be positively correlated and likely to co-
occur in space, whereas pairings with a coefficient< −0.25 were negatively correlated and
unlikely to co-occur. Clusters of correlated species were visualized in tree form using the var-
clus command in Hmisc, so that we could easily identify the main groups of sympatric species
that occur together. These groups were named as the most frequent small mammal communi-
ties in Alaska. Comparisons between the tree structures of the two time periods identified how
species membership among these communities are likely to change between 2010 and 2100.

Spatio-Temporal Change Analysis
To quantify biodiversity and biogeographic patterns across Alaska, we reclassified all species
distribution models to binary rasters based on a threshold of 0.5. Pixels with RIO� 0.5 were
classified as 1 (denoting species presence), and pixels with RIO< 0.5 were classified as 0
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(denoting species absence). Binary rasters were summed across all species for each time period,
yielding species richness maps for 2010 (Bio2010) and 2100 (Bio2100). Using the Raster Calcula-
tor in ArcGIS 10.2, we subtracted the species richness map for 2010 from that of 2100 to yield a
map (ΔBio) depicting the projected net change in biodiversity across Alaska over the coming
century. Similar calculations were used to compare continuous species RIO maps between the
two time periods.

The resultant set of maps (ΔRIOspecies) depicted the projected change in relative occurrence
for each species between 2010 and 2100. The mean RIO across all species was then calculated for
each pixel resulting in a map (ΔRIO) that detailed the average net change in species relative
occurrence for Alaska. For all species in each time period, we also calculated the median latitude,
elevation and distance to the coast for pixels classified as presences. This allowed for the quantifi-
cation of species distribution movement rates northward, coastward and upward in elevation.

To further analyze shifts in binary species distribution maps and to calculate the total differ-
ence in area and percent change for species distributions between 2010 and 2100, we used the
Land Change Modeler (Clark Labs, Worchester, MA, USA) in ArcGIS 10.2. Resultant maps
depicted areas of loss, gain and persistence for each species. The regular grid of 5-km spaced
points across Alaska was also attributed with the pixel values of the four composite species
models (Bio2010, Bio2100, ΔBio, and ΔRIO). The attributed lattice was then analyzed in TreeNet
(Salford Systems, Inc., San Diego, CA, USA; www.salford-systems.com) to determine the
importance rankings of variables in each model.

Results

Future Distribution and Community Models
Models predicting the distributions of 17 species of small mammals (S1 Fig) were highly accu-
rate, evaluated using withheld out-of-bag samples (Table 1). All models exceeded 85% overall
accuracy except for the montane shrew (Sorex monticolus; 83.7%). When evaluated using the
AUC ROC scores, all species exceeded 0.89 with the exception of the American water shrew (S.
palustris; 0.83).

Projected future distributions of small mammals were grouped into five distinct community
groups across Alaska using varclus. Community groups were remarkably similar in structure
to those calculated for 2010 and included the same ‘continental’, ‘southern’, ‘interior’, ‘north-
ern’, and ‘cold-climate’ aggregations ([39], S1 File). Species membership within groups
remained the same between 2010 and 2100 with the exception that cinereus shrews (Sorex
cinereus) moved from the southern community to the interior community and American
water shrews moved from the continental community to the southern community (Fig 2),
reflecting a northward and interior contraction of the cinereus shrew distribution and a broad
expansion of the water shrew distribution. The continental and southern communities were
positively correlated with one another, but negatively correlated with all other groups. Likewise,
the northern and cold-climate groups were also positively correlated, but were negatively corre-
lated with all other groups.

Model Change between 2010 and 2100
Comparisons between current and future species distribution models showed an average loss
in area of 20.2% for all species in the cold-climate, northern, and interior community groups
(Table 3). Among these groups, only the pygmy shrew (S. hoyi) experienced increases in total
area (3.5%). In contrast, distributions of all species in the continental and southern communi-
ties increased by an average of 29.2%, with the only exception being that the area occupied by
meadow voles (Microtus pennsylvanicus) decreased by 3.5%.
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Distributions of all members of the cold-climate, northern, and interior communities also
showed northward shifts in median latitude that averaged 111 km using the implemented
modeling scenario. Only northern collared lemmings (Dicrostonyx groenlandicus) experienced
a southerly shift of 25 km (2.8 km/decade) by 2100. Latitudinal changes for the continental and
southern communities were mixed, with half of the species moving north and the other half
moving south. Average upward shifts of 46.3 m in elevation (5.1 m/decade) were observed for
species in the cold-climate, northern, interior and continental communities, whereas members
of the southern community decreased by an average of 74.4 m (8.3 m/decade) in elevation.
Only barren-ground shrews (S. ugyunak) and Alaska tiny shrews (S. yukonicus; but see [67] for
taxonomy) moved downslope whereas meadow jumping mice (Zapus hudsonius) moved
upslope, contradicting the elevational trends of their respective community groups.

Changes in median distance to the coast were more varied. The distributions of all interior
community species moved further inland by an average of 14.7 km (1.6 km/decade), as did
brown lemmings (Lemmus trimucronatus) and tundra shrews (S. tundrensis) from the north-
ern community. Species distributions in the southern community (except meadow jumping
mice) shifted closer to the coast, but responses among cold-climate and continental community
species were equally divided in their movement relative to the coast (Table 3).

Land Change Modeler analyses highlighted core regions of persistence as well as areas of
distribution loss and gain that were similar among each community’s members (Fig 3). Among
species of the cold-climate and northern communities, models showed major areas of distribu-
tion loss to occur in the Davidson Mountains, on the Seward Peninsula, and in the Yukon-

Fig 2. Varclus correlation tree. Projected 2100 community arrangements for 17 species of small mammals
in Alaska based on a varclus correlation analysis in R. Brackets aggregate species into 2100 community
groups, while colors indicate species membership in 2010 community groups.

doi:10.1371/journal.pone.0132054.g002
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Kuskokwim (Y-K) Delta. Similarly, interior community species distributions were reduced or
eliminated from the southern extents of their ranges especially on the Alaska Peninsula and in
southeast Alaska. Northern red-backed vole (Clethrionomys rutilus; but see [68] for taxonomy)
and yellow-cheeked vole (M. xanthognathus) distributions were also projected to shift inland
across the western portions of their ranges. Most species in these communities were also pre-
dicted to experience distribution contractions at low to mid elevations in the Brooks Range and
the mountain ranges of southcentral Alaska (Fig 3). Minor distribution gains were predicted at
the northern distribution extents of some species on the Beaufort Coastal Plain.

Distributions of species in the southern community were projected to gain an average of
40.3% in area between 2010 and 2100. Specifically, meadow jumping mice and American water
shrews more than doubled the size of their distributions (Table 3). Species in this community
expanded westward into the Y-K Delta, Nulato Hills, and Seward Peninsula and northward
into the Alaska and Brooks Ranges. Continental community species distributions were also
predicted to extend westward into mountainous regions of interior and south-central Alaska,
and in the case of montane shrews (S.monticolus) as far as the Alaska Peninsula (Fig 3). Pro-
jected distribution losses for these communities were minimal but included the disappearance

Table 3. Species model changemetrics. Total predicted areas of presence for each of 17 species of Alaskan small mammals in 2010 and 2100. Net
change is the 2010 area subtracted from that of 2100. % change is the number of pixels changed in the presence class divided by the area of the presence
class for 2100. Changes in latitude, distance to coast, and elevation were calculated by subtracting the median value in 2100 from that of 2010. Negative val-
ues for latitude, coast distance, and elevation indicate southerly, coastward, and downslope shifts, respectively.

Species Presence Area
2010

Presence Area
2100

Net Δ
(km2)

% Δ Latitude Δ
(km)

Coast Distance
Δ (km)

Elevation Δ
(m)

Community

Dicrostonyx
groenlandicus

603,960 550,725 -53,235 -6.0 -25 8.3 66.8 cold-climate

Microtus miurus 589,108 377,223 -211,885 -4.3 130 -3.0 167.0 cold-climate

Microtus oeconomus 1,083,164 823,741 -259,423 -4.8 105 44.9 88.5 cold-climate

Sorex ugyunak 412,527 198,763 -213,764 -19.7 85 -6.0 -65.8 cold-climate

Mean 672,190 487,613 -184,577 -8.7 73.7 11.0 64.1 cold-
climate

Microtus longicaudus 206,803 336,130 129,327 10.0 35.0 6.7 32.9 continental

Sorex monticolus 335,761 382,230 46,469 4.0 -595.0 -147.9 108.2 continental

Mean 271,282 359,180 87,898 7.0 -280.0 -70.6 70.6 continental

Clethrionomys/Myodes
rutilus

803,289 609,189 -194,100 -31.9 135.0 9.3 105.2 interior

Microtus xanthognathus 355,644 219,628 -136,016 -11.9 45.0 31.7 75.9 interior

Sorex cinereus 1,192,694 1,105,717 -86,977 -28.5 50.0 11.7 3.7 interior

Sorex hoyi 607,161 637,943 30,782 3.5 130.0 5.9 20.7 interior

Mean 739,697 643,119 -96,578 -17.2 90.0 14.7 51.4 interior

Lemmus trimucronatus 702,596 395,636 -306,960 -38.6 210.0 19.7 40.5 northern

Sorex tundrensis 867,006 455,138 -411,868 -65.3 280.0 2.0 5.8 northern

Sorex yukonicus/
minutissimus

418,908 259,669 -159,239 -14.8 75.0 -11.6 -47.2 northern

Mean 662,837 370,148 -292,689 -39.6 188.3 3.4 -0.3 northern

Microtus
pennsylvanicus

335,399 294,218 -41,181 -3.5 -90.0 -71.3 -0.9 southern

Sorex palustris 237,571 1,049,427 811856 64.4 85.0 -0.9 -202.4 southern

Synaptomys borealis 532,151 979,025 446,874 46.3 -50.0 -62.9 -19.8 southern

Zapus hudsonius 438,181 1,010,635 572,454 54.0 155.0 12.1 115.2 southern

Mean 385,826 833,326 447,501 40.3 25.0 -30.8 -27.0 southern

doi:10.1371/journal.pone.0132054.t003
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Fig 3. Distribution changemaps. Predicted distribution change for each of the 17 modeled species of small mammal in Alaska: a) northern red-backed vole
(Clethrionomys rutilus), b) northern collared lemming (Dicrostonyx groenlandicus), c) brown lemming (Lemmus trimucronatus), d) long-tailed vole (Microtus
longicaudus), e) singing vole (M.miurus), f) root vole (M. oeconomus), g) meadow vole (M. pennsylvanicus), h) yellow-cheeked vole (M. pennsylvanicus), i)
cinereus shrew (Sorex cinereus), j) pygmy shrew (S. hoyi), k) montane shrew (S.monticolus), l) American water shrew (S. palustris), m) tundra shrew (S.
tundrensis), n) barren-ground shrew (S. ugyunak), o) Alaska tiny shrew (S. yukonicus), p) northern bog-lemming (Synaptomys borealis), q) meadow jumping
mouse (Zapus hudsonius). Red = areas of distribution loss, green = areas of distribution gain, and yellow = areas of persistence.

doi:10.1371/journal.pone.0132054.g003
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of water shrews from southeast Alaska, meadow voles from the Kuskokwim Mountains and
montane shrews from the Brooks Range.

Changes in Small Mammal Biodiversity
Geographic patterns of predicted small mammal biodiversity in 2100 were similar to those in
2010 (Fig 4). Biodiversity ‘hot-spots’ with the highest species richness (14 species) in 2100 were
predicted for 10 km2 of the Brooks Range and Ogilvie Mountains and 13 species were predicted
to occur in 765 km2 of mountainous boreal forest scattered throughout the upland regions of
central Interior Alaska (Fig 4). The lowest small mammal species richness (� 3 species) was
predicted for southwest Alaska and the eastern Brooks Range (Fig 4). Changes in species rich-
ness that were ± 1 or less occurred in 59% of the state, however some regions experienced
changes in overall small mammal diversity as high as +9 and as low as −8 species (Figs 4 and 5).
A small decrease in overall biodiversity occurred between 2010 and 2100, yet areas containing 4
to 5 species in 2010 underwent an increase of 1 to 2 species (Fig 5). Areas of increased biodiver-
sity were projected for mountainous regions as well as at lower elevations north of the Brooks
Range. Top explanatory variables accounting for these patterns included Soil Type, Surficial
Geology, Distance to Sea Ice, Elevation, Distance to Coast, andMean Active Layer Thickness.

Analysis using mean RIO values highlighted potential movement into and out of regions,
showing an overall increase in relative occurrence of species (Fig 5). The largest increases (0.23)
occurred on the Beaufort Coastal Plain, in south-central Alaska, and in the Y-K Delta (Fig 4).

Fig 4. Species richness changemaps. Predictive species richness maps based on composites of binary (presence/absence) maps for 17 species of small
mammals for the years a) 2010 (modified from [39]; S1 File) and b) 2100. Maps also depict net change in c) species richness (ΔBio) and d) relative indices of
occurrence (ΔRIO). Warm colors indicate net gains in RIO (relative index of occurrence) and species richness, whereas cool colors indicate net loss of RIO
and species richness.

doi:10.1371/journal.pone.0132054.g004
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The largest decreases in mean RIO (−0.14) occurred in the DavidsonMountains, and on the Sew-
ard and Alaska Peninsulas. Additionally, the Yukon-Tanana Uplands, saw broad decreases in
mean RIO despite high species richness there. Top explanatory variables in this composite model
were similar to the other composite models with the addition ofMean Number of Growing Days.
All GIS models and predictor layers were archived and are available on the online data repository
ScholarWorks@UA at the University of Alaska Fairbanks Elmer E. Rasmuson Library.

Discussion
Extensive projected environmental changes across the state resulted in considerable directional
shifts in the distributions of small mammals (Fig 3). Distributions of most members of the
northern, cold-climate, and interior small mammal communities were projected to decrease in
area, shift northward, upward in elevation, and away from the coast, whereas the opposite was
true for many members of the southern and continental species (Table 3). While extreme rear-
rangements of communities were not predicted, novel patterns of species sympatry in some
regions were apparent (Fig 2). Principal species assemblages remained robust at a statewide
scale and shifted mainly together as units, following the movement of bioclimatic envelopes
and biomes. However, novel species interactions were predicted to occur at middle elevations
in mountainous areas where a combination of varied topography and overlapping distributions
provided for high species richness. Biodiversity losses occurred across southwestern Alaska
and in central interior Alaska, as well as on the Seward Peninsula and in the eastern Brooks

Fig 5. Species richness graphs.Histograms depicting the frequency of pixels for the number of species in a) 2010, b) 2100, as well as the net change in c)
species richness, and d) relative indices of occurrence.

doi:10.1371/journal.pone.0132054.g005
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Range (Fig 4). Areas with the largest species gains and the highest potential for novel species
interactions occurred in the mountain ranges of southcentral Alaska, in the western Brooks
Range, and across the Beaufort Coastal Plain (Fig 4).

Distribution Shifts
Shifts in the distributions of species as well as changes in species richness are occurring north-
ward, upward in elevation, and away from the coast. The latitudinal and elevational trends are
consistent with theory and other studies that have shown the global northward and upslope
movement of species as they follow their bioclimatic envelopes [11, 23, 69–70]. Despite average
northward shifts in the distributions of most species, high elevations at southern latitudes of
Alaska are projected to preserve pockets of tundra as potential refugia for some cold-climate
species such as singing voles (M.miurus) or collared lemmings [12]. As the lowland tundra
biome transitions, cold-climate and northern species currently residing there could either
move upslope to alpine tundra refugia or remain at low elevations and follow the tundra biome
northward. However, both alternatives depend on uncertain species-specific capacities for
upslope and poleward dispersal that exceed the pace of climate change [24, 61].

Indications that most species distributions will move inland (especially in southwestern
Alaska) are somewhat counterintuitive to the general trends of northward and upward movement
of bioclimatic envelopes. This shift in small mammal distributions corresponds to predictions
that the western tundra biome will be converted into the warmer and drier ‘boreal transition’ and
‘montane cordillera’ biomes as portions of this region may experience up to three biome state
changes over the coming century [12]. Although interior community species might seem to bene-
fit from warmer, drier conditions, they are nevertheless projected to undergo contractions in the
western and coastal portions of their ranges. Not only is the western tundra biome predicted to
disappear from southwestern Alaska by 2100, so too is the boreal forest biome. Just as boreal spe-
cies are encroaching on arctic species at mid-elevations and higher latitudes, southern and conti-
nental community species are predicted to replace interior boreal species in southwest Alaska.

Projected distribution changes modeled here are similar to but less extreme than those pre-
dicted by other small mammal studies conducted for the Arctic [4, 23, 71–72]. Distribution
models for 2010 corresponded closely with current distribution estimates for most species [23,
71]. Hope et al.’s [23] results outline analogous northward and upslope shifts in ranges that are
more extreme (especially in the central Beaufort Coastal Plain) than predicted by our models.
Nevertheless, patterns showing the loss of many species from the Y-K Delta and Seward Penin-
sula as well as increasingly overlapping distributions between boreal and arctic species are con-
sistent between model sets [23]. Circumpolar distribution change models for collared
lemmings predicted the loss of half of the current area of viable habitat by 2080 [4], while mod-
els for the Canadian Arctic projected losses of 60% given a 4°C rise in temperature by 2070
[72]. We predicted losses of just 6% in total collared lemming distribution by 2100, which
sharply contradicts other results, but may be explained by modest habitat gains predicted for
southern mountain ranges that were not predicted by Prost et al. [4].

Biodiversity Change
Patterns in species richness hot- and cold-spots in 2100 indicated the Yukon-Tanana Uplands
to be an important biodiversity crossroads while the Y-K Delta was predicted to have some of
the lowest species richness values in the state. These patterns were similar to those predicted
for 2010 [39]. But biodiversity hot-spots in 2100 were also predicted to shift northward, inland,
and upward in elevation achieving the largest gains in southern mountain ranges and on the
Beaufort Coastal Plain. These are the areas most likely to experience new species interactions.
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As temperatures warm, areas at lower elevations will become suitable for new species (mostly
from the expanding southern community) at a rate that exceeds the loss of cold-adapted spe-
cies already living there [23].

Evidence from other studies has indicated that the highest small mammal species diversity
often occurs at mid-elevations [73–75]. Here, the addition of new species to low elevation habi-
tats will likely push native species upslope resulting in overall increases in species richness in
areas with diverse topography. Given the increasingly limited land area towards most moun-
tain peaks, the concentration of species at mid to high elevations may be termed ‘alpine
squeeze’. However, because some mountain ranges exhibit increasing topographic complexity
with increasing elevation (at least toward some threshold), the area of habitat available at mid
elevations may actually be larger than at more extreme elevations [76]. These effects may ulti-
mately lead to new species contacts between invading and resident species [10, 77].

The scenario is similar on the Beaufort Coastal Plain, but there an ‘arctic squeeze’ will con-
fine an increasing number of species to a shrinking area [15, 72]. Models predict the addition
of northern red-backed voles, cinereus shrews, singing voles, and Alaska tiny shrews to the
Beaufort Coastal Plain, but only indicate range contraction (not extirpation) of native species
there (e.g., collared lemmings, brown lemmings, tundra shrews, and barren ground shrews).
This condensed arrangement is likely to result in at least a transitional confluence of species
before resident arctic species are extirpated [15, 72].

The largest losses in species richness were predicted for the western tundra ecosystems of
the Y-K Delta and Seward Peninsula. Importantly, these areas currently contain some of the
last lowland tundra south of the Brooks Range [4, 7, 12, 23]. The disappearance of this habitat
type from those regions would spell the eventual extirpation of cold-climate and northern spe-
cies such as collared lemmings, brown lemmings, singing voles, root voles, tundra shrews, and
barren-ground shrews from the southern portions of their ranges.

Important Model Predictors
Static, categorical variables that interacted strongly with many other predictors, explained a
large amount of variation in the models, while dynamic climate-related variables were also
important for accounting for change over time. Average variable importance rankings indi-
cated the categorical variable, Soil Type, to be the single most useful variable for determining
small mammal distribution and biodiversity patterns. This importance may be somewhat mis-
leading however, as machine learning algorithms tend to inflate the importance of predictors
with many categories. Nevertheless, the fact that the models are largely driven by static vari-
ables, may have served to dampen the influence of climate on species distribution and biodiver-
sity changes, resulting in more conservative distribution change predictions.

Secondarily important variables included many dynamic climate variables such as Distance
to September Sea Ice and Distance to March Sea Ice, as well asMean Active Layer Thickness,
and Growing Days. Because the top variables were static across model years, differences
between the 2010 and 2100 models were mainly the result of changes in dynamic variables and
their interactions with static variables. For example, the consistently high variable importance
rankings of both Distance to Sea Ice variables underscore the effect that large-scale losses in sea
ice in combination with temperature increases will have in driving distributions and commu-
nity compositions for a variety of terrestrial and marine species.

Community Structure
Community structure composition in 2100 remained akin to results from 2010, despite broad
geographic and elevational shifts in the distributions of all modeled species. While theory
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predicts a rearrangement of community assemblages with changing environmental conditions
[4, 7], our results showed that community groups responded similarly to changing climate
envelopes at the statewide scale. These similarities may stem from our models not accounting
for varied, species-specific adaptive capacity that would result in more diverse responses, but
they also support the notion of niche conservatism. Some research suggests that niche dimen-
sions are largely conserved at time scales shorter than those during which evolution operates
[58, 78–79]. More recent research indicates that individual responses to climate change will
vary based on the phenotypic and behavioral plasticity, dispersal ability, and adaptive capacity
of each species over time [21, 60, 80–81].

Only two species (American water shrew and cinereus shrew) of 17 altered their community
membership and both exemplify broader trends in species turnover in Alaska. A very large pre-
dicted increase in the distribution of water shrews during the coming century was out of pro-
portion with changes experienced by other species. Because of inherent difficulties in detection,
American water shrews are currently documented from only a handful of locations in Alaska.
It is important to note however, that because of the small sample for water shrews, the occupied
geographic niche space is likely under-sampled. This may have resulted in the low AUC ROC
score and specificity for this model. As such, the extreme range expansion observed over 21st

century might be tempered using a larger, more representative training sample and we encour-
age specific efforts to detect new records of this species in Alaska. Because predictive models
based on small, constrained training sets may result in artificially lowered AUC values [82],
values for our models may be underestimates and as such, one must consider multiple metrics
(e.g., specificity and sensitivity) when evaluating model performance.

The expansion of southern and continental species supports the notion that species from
the south will continue to disperse into Alaska [72]. Because this analysis only considered resi-
dent species currently in Alaska, it is also likely that the Alaskan fauna of 2100 will include an
entirely new set of non-resident species from continental North America. Future field monitor-
ing over the coming decades in southeast Alaska and the Yukon-Tanana Uplands can help doc-
ument any such invasions.

Cinereus shrews, which previously belonged to the southern community, were classified in
2100 as members of the interior community and symbolize another front in Alaskan species
invasion. Unlike water shrews, but similar to other members of the interior community, the
distribution of cinereus shrews is predicted to decrease by 29% and constrict toward the inte-
rior of the state. But despite losses in the southern portion of their range, they are also predicted
to expand at the northern extent. The invasion of interior/boreal species into the Arctic will
likely produce another zone of novel interaction and species turnover [23].

Comparisons of individual models also showed expansions of southern and continental
species into areas where novel species interactions with persisting northern and cold-climate
species will occur at the ecoregional scale [8, 77]. These areas include the mountains of south-
central Alaska and the western Brooks Range, as well as the Beaufort Coastal Plain. The
strength of competition between new sets of species has not been quantified in most cases,
although recent isotopic evidence suggests that realized foraging niche spaces of sympatric
species are plastic enough to allow for their coexistence [83]. While this was true for 2–3 spe-
cies, in regions with increasing species richness, if resources cannot be partitioned efficiently
among new, increasingly saturated communities, poor competitors may suffer local extirpa-
tion [84]. Given current climate trajectories, the eventual replacement of native cold-climate
and northern species by advancing interior, southern, or continental would be the likely
result [84].
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Management Implications
Climate change is causing the transition of biomes, resulting in the decline of species that reside
in fading habitats, especially alpine and coastal tundra [12]. Model results presented here depict
the projected future distributions and composition of small mammal communities, including
where biodiversity hot- and cold-spots are likely to exist in the future. Management decisions
aimed at conserving biodiversity should be cognizant of where these important areas are likely
to occur and which species may assemble to form the communities in these regions. To con-
serve biodiversity and the ecosystem services associated with the occupancy of a range of
niches, it is vital to build management strategies that are based not just on current biodiversity
conditions, but which incorporate projected future changes in biodiversity into such decisions
[21, 85]. Potential management actions designed to conserve biodiversity and the persistence
of sensitive species might include limiting road construction, extraction activities, development
projects, as well as off-road recreation and disturbances in areas of high species richness.

Given that distributions and biodiversity hot-spots are projected to move northward and
into mountainous areas, efforts to conserve biodiversity should consider how to facilitate the
dispersal of species between current core biodiversity and projected future hotspots. Although
defining and implementing biodiversity reserves is difficult and time-consuming, managing
existing reserves and corridors with strategies that are cognizant of future trends in biodiversity
movement is essential. Providing for core reserve areas along elevational, inland, and latitudi-
nal gradients [21, 49, 86] may allow for the persistence of species long enough so that adaptive
traits can have a chance to benefit populations [8, 60].

In Alaska where mountain ranges and the expansive Yukon River system bisect the state,
geographic-scale corridors that can aid in movement across dispersal filters are already limited.
Potentially important corridors identified in our models include the Nulato Hills, which pro-
vide connectivity between the rapidly changing Y-K Delta and Seward Peninsula ecosystems.
The Yukon-Tanana Upland region, noted for its high species richness, provides rare high ele-
vation refugia between the Alaska and Brooks Ranges and is also a gateway for new species
from the continental interior. The DeLong Mountains in Noatak National Preserve, and the
Brooks Range foothills encompassed by the National Petroleum Reserve Alaska (NPRA)
should also be recognized for their projected future biodiversity potential and these areas merit
sound biodiversity-conscious conservation planning.

Ultimately, treating just the symptoms of climate change (shrinking distributions, biodiver-
sity loss, fragmented habitat connectivity, and genetic homogenization) by conserving only
existing hot-spots and corridors will do little to curb the damage to ecological systems resulting
from species losses [85, 87]. Conservation science must continue to promote the minimization
of climate impacts and habitat disturbance to address the root causes of declining species per-
sistence [21]. Reducing global greenhouse gas emissions and enhancing resource conservation
must be prioritized to hold back the loss of species in the Arctic and around the world.

Supporting Information
S1 Dataset. Species occurrence training dataset. Archived occurrence records of 17 species of
small mammal in Alaska used to generate presence-only model training dataset. Institution
catalog numbers indicate institution of origin and a unique numeric identifier. Latitude and
longitude coordinates are accurate to 5 decimal places. These records were subsequently
focused to exclude multiple records of a species occurring at a single location.
(XLSX)
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S1 Fig. Future species distribution maps. Predictive maps of the distributions of 17 species of
small mammal in Alaska for 2100: a) northern red-backed vole (Clethrionomys rutilus), b)
northern collared lemming (Dicrostonyx groenlandicus), c) brown lemming (Lemmus trimu-
cronatus), d) long-tailed vole (Microtus longicaudus), e) singing vole (Microtus miurus), f) root
vole (Microtus oeconomus), g) meadow vole (Microtus pennsylvanicus), h) yellow-cheeked vole
(Microtus pennsylvanicus), i) cinereus shrew (Sorex cinereus), j) pygmy shrew (Sorex hoyi), k)
montane shrew (Sorex monticolus), l) American water shrew (Sorex palustris), m) tundra
shrew (Sorex tundrensis), n) barren-ground shrew (Sorex ugyunak), o) Alaska tiny shrew
(Sorex yukonicus), p) northern bog-lemming (Synaptomys borealis), q) meadow jumping
mouse (Zapus hudsonius). Models are based on training data points (black) collected from
archived museum records of occurrence. Warm colors indicate high RIO (relative index of
occurrence) values and cool colors indicate areas of lower RIO values.
(TIF)

S1 File. Complementary research describing current small mammal distributions. Balten-
sperger AP and Huettmann F (2015) Predictive spatial niche and biodiversity hotspot models
for small mammal communities in Alaska: Applying machine-learning to conservation plan-
ning. Landscape Ecol 30: 681–697.
(PDF)

Acknowledgments
We would like to thank Nancy Fresco, Tracy Rogers, Sergey Marchenko, Mike Lindgren, Travis
Booms, and Bettina Ohse for providing important environmental predictor layers. We also
thank Link Olson, Stephen MacDonald, Joseph Cook, and GBIF for compiling and contribut-
ing small mammal occurrence datasets. Thank you to Tom Paragi for making valuable editorial
comments on the manuscript.

Author Contributions
Conceived and designed the experiments: APB FH. Performed the experiments: APB FH. Ana-
lyzed the data: APB FH. Contributed reagents/materials/analysis tools: APB FH. Wrote the
paper: APB FH.

References
1. Lovejoy TE and Hannah L (2005) Climate change and biodiversity. New Haven, Connecticut, USA:

Yale University Press. 440 p.

2. IPCC (2007) Climate Change 2007: The physical science basis. Contribution of Working Group I to the
Fourth Assessment Report of the Intergovernmental Panel on Climate Change. In: Solomon S., Qin D.,
Manning M., Chen Z., Marquis M., Avery K. B., Tignor M. and Miller H. L., editors. Cambridge, United
Kingdom and New York, NY, USA. pp. 52.

3. Lawler JJ, Shafer SL, White D, Kareiva P, Maurer EP, Blaustein AR, et al. (2009) Projected climate-
induced faunal change in the Western Hemisphere. Ecology 90: 588–597. PMID: 19341131

4. Prost S, Guralnick RP, Waltari E, Federov VB, Kuzmina E, Smirnov N, et al. (2013) Losing ground: past
history and future fate of Arctic small mammals in a changing climate. Global Change Biol 19: 1–11.

5. Vihma T (2014) Effects of Arctic Sea Ice Decline onWeather and Climate: A Review. Surveys in Geo-
physics 35: 1175–1214.

6. Wackernagel M, Onisto L, Bello P, Linares AC, Falfan ISL, Garcia JM, et al. (1999) National natural
capital accounting with the ecological footprint concept. Ecol Econ 29: 375–390.

7. Williams JW, Jackson ST and Kutzbacht JE (2007) Projected distributions of novel and disappearing
climates by 2100 AD. Proceedings of the National Academy of Sciences of the United States of Amer-
ica 104: 5738–5742. PMID: 17389402

Predicted Shifts in Future Alaskan Small Mammal Distributions

PLOS ONE | DOI:10.1371/journal.pone.0132054 July 24, 2015 17 / 21

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0132054.s002
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0132054.s003
http://www.ncbi.nlm.nih.gov/pubmed/19341131
http://www.ncbi.nlm.nih.gov/pubmed/17389402


8. Staudinger MD, Carter SL, Cross MS, Dubois NS, Duffy JE, Enquist C, et al. (2013) Biodiversity in a
changing climate: a synthesis of current and projected trends in the US. Front Ecol Environ 11: 465–
473.

9. Williams JW and Jackson ST (2007) Novel climates, no-analog communities, and ecological surprises.
Front Ecol Environ 5: 475–482.

10. Urban MC, Tewksbury JJ and Sheldon KS (2012) On a collision course: competition and dispersal dif-
ferences create no-analogue communities and cause extinctions during climate change. Proceedings
of the Royal Society B-Biological Sciences 279: 2072–2080.

11. Parmesan C and Yohe G (2003) A globally coherent fingerprint of climate change impacts across natu-
ral systems. Nature 42: 37–42.

12. Murphy K, Huettmann F, Fresco N and Morton J (2010) Connecting Alaska landscapes into the future:
Results from an interagency climate modeling, land management and conservation project. Final
Report. Anchorage, AK: U.S. Fish andWildlife Service. pp. 100.

13. Holland MM and Bitz CM (2003) Polar amplification of climate change in coupled models. Climate
Dynamics 21: 221–232.

14. Alo CA andWang G (2008) Potential future changes of the terrestrial ecosystem based on climate pro-
jections by eight general circulation models. Journal of Geophysical Research-Biogeosciences 113.

15. Gilg O, Sittler B and Hanski I (2009) Climate change and cyclic predator-prey population dynamics in
the high Arctic. Global Change Biol 15: 2634–2652.

16. Serreze MC,Walsh JE, Chapin F. S. I, Osterkamp T, Dyurgerov M, Romanovsky D, et al. (2000) Obser-
vational evidence of recent change in the northern high-latitude environment. Clim Change 46: 159–
207.

17. ACIA (2005) Arctic Climate Impact Assessment. Cambridge, UK: Arctic Climate Impact Assessment
(ACIA). pp. 1042.

18. Tape KD, Hallinger M, Welker JM and Ruess RW (2012) Landscape heterogeneity of shrub expansion
in Arctic Alaska. Ecosystems 15: 711–724.

19. Dial RJ, Berg EE, Timm K, McMahon A and Geck J (2007) Changes in the alpine forest-tundra ecotone
commensurate with recent warming in southcentral Alaska: Evidence from orthophotos and field plots.
Journal of Geophysical Research and Biogeoscience 112: 1–15.

20. Forero-Medina G and Joppa L (2010) Representation of Global and National Conservation Priorities by
Colombia's Protected Area Network. PLoS ONE 5.

21. Bellard C, Bertelsmeier C, Leadley P, Thuiller W and Courchamp F (2012) Impacts of climate change
on the future of biodiversity. Ecol Lett 15: 365–377. doi: 10.1111/j.1461-0248.2011.01736.x PMID:
22257223

22. Gottfried M, Pauli H, Futschik A, Akhalkatsi M, Barancok P, Benito Alonso JL, et al. (2012) Continent-
wide response of mountain vegetation to climate change. Nature Climate Change 2: 111–115.

23. Hope AG, Waltari E, Payer DC, Cook JA and Talbot SL (2013) Future distribution of tundra refugia in
northern Alaska. Nature Climate Change 3: 931–938.

24. Schloss CA, Nunez TA and Lawler JJ (2012) Dispersal will limit ability of mammals to track climate
change in the Western Hemisphere. Proceedings of the National Academy of Sciences of the United
States of America 109: 8606–8611. doi: 10.1073/pnas.1116791109 PMID: 22586104

25. Leibold MA, Chase JM, Shurin JB and Downing AL (1997) Species turnover and the regulation of tro-
phic structure. Annu Rev Ecol Syst 28: 467–494.

26. Fox JW (2007) The dynamics of top-down and bottom-up effects in food webs of varying prey diversity,
composition, and productivity. Oikos 116: 189–200.

27. Chapin FS, SturmM, Serreze M, McFadden J, Key J, Lloyd A, et al. (2005) Role of Land-surface
changes in Arctic summer warming. Science 310: 657–660. PMID: 16179434

28. Jackson ST, Betancourt JL, Booth RK and Gray ST (2009) Ecology and the ratchet of events: Climate
variability, niche dimensions, and species distributions. Proceedings of the National Academy of Sci-
ences of the United States of America 106: 19685–19692. doi: 10.1073/pnas.0901644106 PMID:
19805104

29. Hinzman L, Oechel M, Sturm M, Welker JM, Nelson F, Romanovsky V, et al. (2005) Evidence for recent
changes in the arctic terrestrial landscape. Clim Change 72: 251–298.

30. Gough L, Ramsey EA and Johnson DR (2007) Plant-herbivore interactions in Alaskan arctic tundra
change with soil nutrient availability. Oikos 116: 407–418.

31. Olofsson J, Tommervik H and Callaghan TV (2012) Vole and lemming activity observed from space.
Nature Climate Change 2: 880–883.

Predicted Shifts in Future Alaskan Small Mammal Distributions

PLOS ONE | DOI:10.1371/journal.pone.0132054 July 24, 2015 18 / 21

http://dx.doi.org/10.1111/j.1461-0248.2011.01736.x
http://www.ncbi.nlm.nih.gov/pubmed/22257223
http://dx.doi.org/10.1073/pnas.1116791109
http://www.ncbi.nlm.nih.gov/pubmed/22586104
http://www.ncbi.nlm.nih.gov/pubmed/16179434
http://dx.doi.org/10.1073/pnas.0901644106
http://www.ncbi.nlm.nih.gov/pubmed/19805104


32. Baltensperger AP (2015) Detecting the effects of environmental change on Alaska's small mammal
fauna using machine-learning-based geographic and isotopic niche modeling. Biology andWildlife.
Fairbanks, AK: University of Alaska Fairbanks.

33. Carey AB, Horton SP and Biswell BL (1992) Northern spotted owls: influence of prey base and land-
scape character. Ecol Monogr 62: 223–250.

34. Hallett J, O'Connell M and Maguire C (2003) Ecological relationships of terrestrial small mammals in
western coniferous forests. In: Zabel C. J. and Anthony R. G., editors. Mammal community dynamics:
management and conservation in the coniferous forests of western North America. New York: Cam-
bridge University Press. pp. 22.

35. Pank LF (1974) A bibliography on seed-eating mammals and birds that affect forest regeneration.
Washington, D.C.: Bureau of Sport Fisheries andWildlife. 28 p.

36. Maser C, Trappe JM and Nussbaum R (1978) Fungal-small mammal interrelationships with emphasis
on Oregon coniferous forests. Ecology 59: 799–809.

37. Luoma DL, Trappe JM, Claridge AW, Jacobs KM and Cazares E (2003) Relationships among fungi and
small mammals in forested ecosystems. In: Zalbel C. J. and Anthony R. G., editors. Mammal commu-
nity dynamics Management and conservation in the coniferous forests of Western North America.
Cambridge, UK: Cambridge University Press. pp. 343–373.

38. Buckner CH (1964) Feeding behavior in four species of shrews. Canadian Journal of Zoology 42: 259–
279.

39. Dobrowski SZ, Abatzoglou J, Swanson AK, Greenberg JA, Mynsberge AR, Holden ZA, et al. (2013)
The climate velocity of the contiguous United States during the 20th century. Global Change Biol 19:
241–251.

40. Jimenez-Valverde A, Lobo JM and Hortal J (2008) Not as good as they seem: the importance of con-
cepts in species distribution modelling. Divers Distrib 14: 885–890.

41. Drew CA, Wiersma YF and Huettmann F (2011) Predictive species and habitat modeling in landscape
ecology. Berlin: Springer. 314 p.

42. Hegel TM, Cushman SA, Evans JS and Huettmann F (2010) Current state of the art for statistical
modelling of species distributions. In: Cushman S. A. and Huettmann F., editors. Spatial Complexity,
Informatics, andWildlife Conservation. New York: Springer. pp. 273–311.

43. Soberon J and Peterson AT (2005) Interpretation of models of fundamental ecological niches and spe-
cies' distributional areas. Biodiversity Informatics 2: 1–10.

44. Warren DL, Glor RE and Turelli M (2008) Environmental niche equivalency versus conservatism:
Quantitative approaches to niche evolution. Evolution 62: 2868–2883. doi: 10.1111/j.1558-5646.2008.
00482.x PMID: 18752605

45. Baltensperger AP and Huettmann F (2015) Predictive spatial niche and biodiversity hotspot models for
small mammal communities in Alaska: Applying machine-learning to conservation planning. Land-
scape Ecol 30: 681–697.

46. Elith J and Leathwick J (2007) Predicting species distributions frommuseum and herbarium records
using multi-response models fitted with multivariate adaptive regression splines. Divers Distrib 13:
265–275.

47. Breiman L (2001a) Random Forests. Machine Learning 45: 5–32.

48. VanDerWal J, Shoo LP, Graham C andWilliams SE (2009) Selecting pseudo-absence data for pres-
ence-only distribution modeling: How far should you stray from what you know? Ecol Model 220: 589–
594.

49. Wiersma YF, Huettmann F and Drew CA (2011) Landscape modeling of species and their habitats: His-
tory, uncertainty, and complexity. In: Drew C. A., Wiersma Y. F. and Huettmann F., editors. Predictive
species and habitat modeling in landscape ecology. New York: Springer. pp. 1–8.

50. Cutler DR, Edwards KH Jr., Cutler A, Hess KT, Gibson J and Lawler JJ. (2007) Random forests for clas-
sification in ecology. Ecology 88: 2783–2792. PMID: 18051647

51. Booms TL, Huettmann F and Schempf PF (2010) Gyrfalcon nest distribution in Alaska based on a pre-
dictive GIS model. Polar Biol 33: 347–358.

52. Evans JS, Murphy MA, Holden ZA and Cushman SA (2011) Modeling species distribution and change
using Random Forest. In: Y. F. W. C. Drew Ashton, Huettmann Falk, editor editors. Predictive Species
and Habitat Modeling in Landscape Ecology. Berlin: Springer. pp. 139–160.

53. Breiman L (1996) Bagging predictors. Machine Learning 24: 123–140.

54. Huettmann F and Gottschalk T (2010) Simplicity, model fit, complexity and uncertainty in spatial predic-
tion models applied over time: We are quite sure, aren't we? In: Drew C. A., Wiersma Yolanda F.,

Predicted Shifts in Future Alaskan Small Mammal Distributions

PLOS ONE | DOI:10.1371/journal.pone.0132054 July 24, 2015 19 / 21

http://dx.doi.org/10.1111/j.1558-5646.2008.00482.x
http://dx.doi.org/10.1111/j.1558-5646.2008.00482.x
http://www.ncbi.nlm.nih.gov/pubmed/18752605
http://www.ncbi.nlm.nih.gov/pubmed/18051647


Huettmann Falk, editors. Predictive species and habitat modeling in landscape ecology. Berlin:
Springer Science Business Media, LLC. pp. 189–208.

55. Kelling S, HochachkaWM, Fink D, Riedewald M, Caruana R, Ballard G, et al. (2009) Data-intensive sci-
ence: A new paradigm for biodiversity studies. Professional Biologist 59: 613–620.

56. Li J, Heap AD, Potte A and Daniell JJ (2011) Application of machine learning methods to spatial interpo-
lation of environmental variables. Environ Model Software 26: 1647–1659.

57. Kozak KH andWiens JJ (2010) Niche Conservatism Drives Elevational Diversity Patterns in Appala-
chian Salamanders. Am Nat 176: 40–54. doi: 10.1086/653031 PMID: 20497055

58. Peterson AT, Soberon J and Sanchez-Cordero V (1999) Conservatism of ecological niches in evolu-
tionary time. Science 285: 1265–1267. PMID: 10455053

59. Guisan A and Thuiller W (2007) Predicting species distribution: offering more than simple habitat mod-
els (vol 8, pg 993, 2005). Ecol Lett 10: 435–435.

60. Hoffmann AA and Sgro CM (2011) Climate change and evolutionary adaptation. Nature 470: 479–485.
doi: 10.1038/nature09670 PMID: 21350480

61. Pearson RG and Dawson TP (2003) Predicting the impacts of climate change on the distribution of spe-
cies: are bioclimate envelope models useful? Global Ecol Biogeogr 12: 361–371.

62. Craine JM, Elmore AJ, Aidar MPM, Bustamante M, Dawson TE, Hobbie EA, et al. (2009) Global pat-
terns of foliar nitrogen isotopes and their relationships with climate, mycorrhizal fungi, foliar nutrient con-
centrations, and nitrogen availability. New Phytol 183: 980–992. doi: 10.1111/j.1469-8137.2009.
02917.x PMID: 19563444

63. Fielding AH and Bell JF (1997) A review of methods for the assessment of prediction errors in conserva-
tion presence/absence models. Environ Conserv 234: 38–49.

64. Zweig MH and Campbell G (1993) Receiver-operating characteristic (ROC) plots: A fundamental evalu-
ation tool in clinical medicine. Clin Chem 39: 561–577. PMID: 8472349

65. IPCC (2000) Emissions Scenarios: A Special Report of IPCCWorking Group III: Summary for Policy-
makers. In: Nakicenovic N., Davidson O., Davis G., Grübler A., Kram T., Lebre La Rovere E., Metz B.,
Morita T., Pepper W., Pitcher H., Sankovski A., Shukla P., Swart R., Watson R. and Dadi Z., editors.
Cambridge, United Kingdom and New York, NY, USA. pp. 1–27.

66. Boden TA, Marland G and Andres RJ (2011) Global, Regional, and National Fossil-Fuel CO2 Emis-
sions. In: U. S. D. o. Energy, editor editors. Oak Ridge, TN, USA: Carbon Dioxide Information Analysis
Center.

67. Hope AG, Waltari E, Dokuchaev NE, Abramov S, Dupal T, Tsevetkova A, et al. (2010) High-latitude
diversification within Eurasian least shrews and Alaska tiny shrews (Soricidae). J Mammal 91: 1041–
1057.

68. Carleton MD, Gardner AL, Pavlinov IY and Musser GG (2014) The valid generic name for red-backed
voles (Muroidea: Cricetidae: Arvicolinae): restatement of the case for Myodes Pallas, 1811. J Mammal
95: 943–959.

69. Burrows MT, Schoeman DS, Buckley LB, Moore P, Poloczanska ES, Brander KM, et al. (2011) The
Pace of Shifting Climate in Marine and Terrestrial Ecosystems. Science 334: 652–655. doi: 10.1126/
science.1210288 PMID: 22053045

70. Loarie SR, Duffy PB, Hamilton H, Asner GP, Field CB, et al. (2009) The velocity of climate change.
Nature 462: 1052–U1111. doi: 10.1038/nature08649 PMID: 20033047

71. Gotthardt T, Pyare S, Huettmann F, Walton K, Spathelf M, Nesvacil K, et al. (2013) Predicting the range
and distribution of terrestrial vertebrate species in Alaska. University of Alaska: The Alaska Gap Analy-
sis Project. pp. 1–40.

72. Kerr JT and Packer L (1998) The impact of climate change on mammal diversity in Canada. Environ
Monit Assess 49: 263–270.

73. Heaney LR (2001) Small mammal diversity along elevational gradients in the Philippines: an assess-
ment of patterns and hypotheses. Global Ecol Biogeogr 10: 15–39.

74. McCain CM (2005) Elevational gradients in diversity of small mammals. Ecol Lett 86: 366–372.

75. Novillo A and Ojeda RA (2012) Diversity and distribution of small mammals in the South American Dry
Andes. Austral Ecol 37: 758–766.

76. Elsen P. R. and Tingley M. W.. 2015. Global mountain topography and the fate of montane species
under climate change. Nature Climate Change:1–6.

77. Lurgi M, Lopez BC and Montoya JM (2012) Novel communities from climate change. Philosophical
Transactions of the Royal Society B-Biological Sciences 367: 2913–2922.

78. Holt RD and Gaines MS (1992) Analysis of adaptations in heterogeneous landscapes: implications for
the evolution of fundamental niches. Evol Ecol 6: 433–447.

Predicted Shifts in Future Alaskan Small Mammal Distributions

PLOS ONE | DOI:10.1371/journal.pone.0132054 July 24, 2015 20 / 21

http://dx.doi.org/10.1086/653031
http://www.ncbi.nlm.nih.gov/pubmed/20497055
http://www.ncbi.nlm.nih.gov/pubmed/10455053
http://dx.doi.org/10.1038/nature09670
http://www.ncbi.nlm.nih.gov/pubmed/21350480
http://dx.doi.org/10.1111/j.1469-8137.2009.02917.x
http://dx.doi.org/10.1111/j.1469-8137.2009.02917.x
http://www.ncbi.nlm.nih.gov/pubmed/19563444
http://www.ncbi.nlm.nih.gov/pubmed/8472349
http://dx.doi.org/10.1126/science.1210288
http://dx.doi.org/10.1126/science.1210288
http://www.ncbi.nlm.nih.gov/pubmed/22053045
http://dx.doi.org/10.1038/nature08649
http://www.ncbi.nlm.nih.gov/pubmed/20033047


79. Wiens JJ and Graham CH (2005) Niche conservatism: Integrating evolution, ecology, and conservation
biology. Annual Review of Ecology Evolution and Systematics. pp. 519–539.

80. Botkin DB, Saxe H, Araujo MB, Betts R, Bradshaw RHW, Cedhagen T, et al. (2007) Forecasting the
effects of global warming on biodiversity. Bioscience 57: 227–236.

81. Baltensperger A. P., Huettmann F., Hagelin J., andWelker J. M.. 2015. Quantifying trophic niche
spaces of small mammals using stable isotopes (δ15N and δ13C) at two scales across Alaska. Cana-
dian Journal of Zoology: In press.

82. Broennimann O, Treier UA, Mueller-Schaerer H, Thuiller W, Peterson AT and Guisan A(2007) Evi-
dence of climatic niche shift during biological invasion. Ecol Lett 10: 701–709. PMID: 17594425

83. Jimenez-Valverde A (2012) Insights into the area under the receiver operating characteristic curve
(AUC) as a discrimination measure in species distribution modelling. Global Ecol Biogeogr 21: 498–
507.

84. Amarasekare P (2008) Spatial dynamics of foodwebs. Annual Review of Ecology, Evolution and Sys-
tematics 39: 479–500.

85. Glick P, Chmura H and Stein BA (2011) Moving the conservation goalposts: A review of climate change
adaptation literature. Washington, DC, USA: National Wildlife Federation. pp. 1–25.

86. Monzon J, Moyer-Horner L and Palamar MB (2011) Climate Change and Species Range Dynamics in
Protected Areas. Bioscience 61: 752–761.

87. Stein BA, Staudt A, Cross MS, Dubois NS, Enquist C, Griffis R, et al. (2013) Preparing for and manag-
ing change: climate adaptation for biodiversity and ecosystems. Front Ecol Environ 11: 502–510.

Predicted Shifts in Future Alaskan Small Mammal Distributions

PLOS ONE | DOI:10.1371/journal.pone.0132054 July 24, 2015 21 / 21

http://www.ncbi.nlm.nih.gov/pubmed/17594425


Copyright of PLoS ONE is the property of Public Library of Science and its content may not
be copied or emailed to multiple sites or posted to a listserv without the copyright holder's
express written permission. However, users may print, download, or email articles for
individual use.


