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Abstract
It has recently been proposed that microrefugia played an important role in species survival

during past climate change events. However, the current distributions of microrefugia

remain largely unknown. Wind-hole sites are areas affected by preferential flows of cool air

generated in interstitial spaces created by rock fragments or colluvia. Alpine plant species

occurring in lowland wind-hole sites isolated from alpine zones may be relicts of the last gla-

cial period. Hokkaido, northern Japan, is known to contain many wind-hole sites in which

alpine plant species can occur. Here we surveyed 55 wind-hole sites in the Kitami region,

eastern Hokkaido, and observed two alpine plant species (lingonberry, Vaccinium vitis-
idaea, and Labrador tea, Rhododendron groenlandicum ssp. diversipilosum var. diversipi-
losum) in 14 wind-hole sites. Statistical modeling showed that wind-hole sites are likely to

occur in areas with high maximum slope angles and volcanic rock cover, and concave sur-

faces. Our predictions of wind-hole site distributions suggest that such topographic condi-

tions are common in our study area, and that many undiscovered wind-hole sites exist.

Ignoring microhabitats may greatly underestimate species distributions in topographically

complex regions, and dispersed cool spots may also function as stepping stones and tem-

poral habitats for cold-adapted species. Because these localized unique habitats usually

occur in economically unproductive sites, identifying and protecting potential microrefugia

(cool spots) would be a robust and cost-effective mitigation of climate change impacts.

Introduction
How the present and ongoing climate change event affects biodiversity is one of the most
important topics in ecology. It is predicted that climate change may lead to range shifts and
extinctions of many species, e.g., [1, 2, 3], but the accuracy of such claims is actively debated [4,
5]. One limitation is the use of coarse resolution data (e.g., around 100 km2) because of con-
straints on the availability of species distribution data, surface climates, and computer capacity

PLOSONE | DOI:10.1371/journal.pone.0135732 August 18, 2015 1 / 12

OPEN ACCESS

Citation: Shimokawabe A, Yamaura Y, Akasaka T,
Sato T, Shida Y, Yamanaka S, et al. (2015) The
Distribution of Cool Spots as Microrefugia in a
Mountainous Area. PLoS ONE 10(8): e0135732.
doi:10.1371/journal.pone.0135732

Editor: Robert Guralnick, University of Colorado,
UNITED STATES

Received: February 4, 2015

Accepted: July 25, 2015

Published: August 18, 2015

Copyright: © 2015 Shimokawabe et al. This is an
open access article distributed under the terms of the
Creative Commons Attribution License, which permits
unrestricted use, distribution, and reproduction in any
medium, provided the original author and source are
credited.

Data Availability Statement: All source data files
are available from the Dryad data base (doi:10.5061/
dryad.84c1m).

Funding: AS was supported by A Sasakawa
Scientific Research Grant from the Japan Science
Society, no. 26-542. AS YY TA YS SY FN were
supported by JSPS KAKENHI Grant no. 23248021,
and YY was supported by JSPS KAKENHI Grant no.
23780153. The funders had no role in study design,
data collection and analysis, decision to publish, or
preparation of the manuscript.

http://crossmark.crossref.org/dialog/?doi=10.1371/journal.pone.0135732&domain=pdf
http://creativecommons.org/licenses/by/4.0/
http://dx.doi.org/10.5061/dryad.84c1m
http://dx.doi.org/10.5061/dryad.84c1m


[6, 7]. Recent studies have suggested that different conclusions are obtained upon fine-scale
analyses. For example, locally suitable habitats may be overlooked in coarse analyses, which
discount variations in topography and temperature [8–10]. Fine-resolution models of species
distributions would greatly improve predictive accuracy in topographically complex regions [6,
11], and may enable us to identify overlooked ‘microrefugia’ [6, 12].

[13] defined a microrefugium as ‘a small area with local favorable environmental features,
in which small populations can survive outside their main distribution area (the macrorefu-
gium), protected from the unfavorable regional environmental conditions’. Studies have
recently proposed that, along with macrorefugia, microrefugia played an important role in the
survival of species during past climate change events [13–15]. It is suggested that species per-
sisted in the dispersed microrefugia during the glacial periods, and expanded their distributions
from the microrefugia in the warm periods [16]. However, microrefugia are no more than a
concept in palaeoecology [13], and the distributions of microrefugia have not been empirically
demonstrated.

In the current interglacial period, microrefugia for cold-adapted species are likely to be
‘cool spots’, which have lower temperatures than the surrounding environment [17]. Candi-
dates for cool spots are local topographic depressions, heavily incised valley bottoms, and areas
surrounding cool spring waters [16, 17]. In this study, we focused on “wind holes”, in which
preferential flows of cool air are generated in interstitial spaces of rock fragments or colluvia,
and therefore act as cool spots [18, 19]. There are many arguments on the mechanism of wind-
hole formation. The strongest one is air convection generated by the difference in temperature
between outer air and wind holes inside talus [20, 21]. In winter, air in wind holes is relatively
warmer than outer air, which generates cold air penetration from wind holes at foot-slopes and
warm air emission at upper slopes (anabatic airflow in wind holes). Conversely, in summer, air
in wind hole is cooler than outer air, and therefore katabatic flow of cool air dominates in the
holes [19, 21]. Localized permafrost in block slopes may partly contribute to the formation of
wind holes [22]. Hereafter, areas affected by wind holes as referred to as ‘wind-hole sites’ [18,
20]. Unique vegetation is often established in wind-hole sites, where cool temperatures are
locally maintained from spring to autumn [23]. In Hokkaido, northern Japan, alpine plant spe-
cies such as lingonberry, Vaccinium vitis-idaea (Ericaceae), and Labroador tea, Rhododendron
groenlandicum ssp. diversipilosum var. diversipilosum (Ericaceae), are found at wind-hole sites
in lowland forested landscapes [20]; these may be relicts of the last glacial period [24]. North-
ern spider species also occur at wind-hole sites below the tree line in Europe [25]. Thus, low-
land wind-hole sites harboring cold-adapted species may be microrefugia. However, the large-
scale distributions of wind-hole sites are unknown.

Although there have been a few attempts to predict large-scale distributions of microrefugia
[26], identifying such areas would enable us to discover overlooked microhabitats, and would
contribute to our understanding of large-scale species distributions. Consideration of microre-
fugia may also change the predictions of climate change impacts and provide us with a chance
to mitigate the impacts [27]. For example, fine-resolution models including microrefugia
would prevent overestimates of extinction risk [16]. The importance of small localized unique
habitats including wind-hole sites has been acknowledged in conservation biology (e.g., cliffs,
caves, and serpentines), and called as keystone ecosystems, specialized habitats and geo-sites
[28–30]. It is suggested that most landscapes incorporate such unique habitats, and conflicts
between the protection of these habitats and commercial activities can be negligible [29]. [21]
described the nation-wide distribution of wind-holes in Japan. Therefore, identification of
microrefugia and subsequent their protection would lead to a cost-effective mitigation of cli-
mate change impacts in many landscapes (sensu [31]). Here, we surveyed wind-hole sites in
lowland forested landscapes, and constructed statistical models describing the distributions of
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these sites. We also recorded the occurrences of alpine plant species at individual wind-hole
sites, and we discuss the roles of wind-hole sites as microhabitats and microrefugia.

Materials and Methods

Study area
Hokkaido is known to contain many wind-hole sites; we found 16 studies describing wind-hole
sites in Hokkaido (e.g., [20, 21, 32]; listed in S1 Document), and they suggest that many wind-
hole sites exist in the Kitami region, eastern Hokkaido, where we conducted field surveys (43°
20’N-44°N, 143°E-144°E, Fig 1). In the western part of the study area, there are high mountains
(1,500–2,000 m.a.s.l.), and alpine vegetation prevails above 1,500 m. The northeastern area is
occupied by the basin of Kitami-city. Lower mountains and hills cover the other parts of the
area.

Field survey
The literature gives only the approximate locations of wind-hole sites. For example, only dis-
trict names or coarse-resolution maps were available. We thus searched for both described and
undescribed wind-hole sites in the study area between July to September 2012 and June to July
2013 (22 days in total). When searching for new wind-hole sites, we drove along roads in a car
while a researcher in the passenger seat searched the landscape. We also frequently searched
on foot. When we found accumulated debris containing vegetation different from that of the
surrounding environment, we explored whether cold air flowed from debris gaps. Specifically,
we placed burning incense at gap surfaces and observed the direction of the smoke. We mea-
sured the temperature 20 cm below the ground (soil temperature), at the surface, and at 120
cm above the ground (air temperature) using thermometers (Thermo Recorder RT-12, ESPEC
MIC Corp., Aichi, Japan). The depth of debris is suggested to be dozens of meters [19, 33].
When air flow was observed and soil and/or ground surface temperatures were distinctly lower
than the air temperature (� 7°C), we determined that these areas were wind-hole sites. We
recorded the central coordinates of wind-hole sites using a geographic positioning system
(GPS Pathfinder Pro XR, Nikon-Trimble Co., Ltd., Tokyo, Japan). We also recorded the pres-
ence/absence of lingonberry and Labrador tea. These are typical alpine species occurring at
lowland wind-hole sites in Japan. All surveyed sites were under the jurisdiction of local forestry
offices (western Abashiri, central Abashiri, eastern Tokachi, western Tokachi Forest Offices,
and Okhotsk General Subprefectural Bureau), which provided the permission for our field
survey.

Modeling the occurrence probability of wind-hole sites
We examined the effects of environmental covariates on the probability of wind-hole site
occurrence, using MAXLIKE [34]. This method treats occurrence probability as a function of
environmental covariates using presence-only data; the module compares covariates between
sites of presence and the entire region of interest. Unlike common statistical methods that eval-
uate presence-only data, MAXLIKE attempts to estimate an occurrence probability rather than
a ‘relative’ occurrence probability, assuming a random sample. Because the implementation of
MAXLIKE needed long time, we selected candidate covariates via ordinary logistic regression,
and fitted MAXLIKE with selected covariates using R ver. 2.15.2 [35] and the R package ‘max-
like’ ver. 0.1–5 [36].

First, we divided the study area into 10-m resolution raster data using a 10-m digital eleva-
tion model (DEM: Geospatial Information Authority of Japan) and ArcGIS ver. 10 (ESRI Inc.,
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Redlands, CA, USA). This resolution approximated the mean size of wind-hole sites (see
results). We treated cells containing the centers of wind-hole sites as presence cells. Avoiding
presence cells, we generated one million random pseudo-absence cells to use in logistic regres-
sion. Pseudo-absence cells can include unobserved presence cells, meaning that the analysis
using pseudo-absence cells measures the deviation of presence cells from the background cells
[37].

Topographic and geological covariates and selection procedure
Candidate covariates were selected based on the topographic and geological formation pro-
cesses of wind holes. Wind holes frequently occur at the bottoms of talus slopes where frag-
mented rocks accumulate and interstitial spaces are formed [21, 32]. Wind holes also occur on
volcanic rocks such as rhyolite, andesite and welded tuff because these rocks have an inherent
propensity to produce cobble sized debris, which form interstitial spaces [21, 32]. We used
mean slope angle, mean slope angle squared, maximum slope angle, and mean curvature (posi-
tive, negative, and zero values indicate convex, concave, and flat curvature, respectively) as
topographic variables. We used the mean slope angle squared because wind holes often feature
medium slope angles. We also used “volcanic rock cover” consisting of rhyolite, andesite, and
welded tuff because talus slopes with rock fragments and associated wind holes are typically
found in these geological regions (see below).

We generated 10-m raster data of slope angles and curvatures from the DEM, this is termed
the 0-m buffer-size data. We next generated circular buffers of different radii (25, 50, 100, 200,
300, 400, and 500 m) from individual cells, and calculated mean and maximum angles, and the
mean curvature within buffers. We masked urban, farmland, and water areas from these calcu-
lations using a 1:50,000 vegetation map produced by the Biodiversity Center of Japan, Ministry
of the Environment, Government of Japan. Random pseudo-absence data were generated from
the unmasked area. We then fitted logistic regressions with each topographic variable of each
buffer size as a single covariate, and used variables at the buffer sizes that yielded the smallest
AICs upon final analysis. We always used the mean slope angle squared together with the
mean slope angle. The mean slope and the square thereof that yielded the smallest AIC were
used as covariates.

For geological variables, we first classified surface geology into volcanic rocks, and others,
using a 1:200,000 surface geology map published by the Ministry of Land, Infrastructure,
Transport and Tourism of Japan, which was rasterized at 10-m resolution. We again did not
consider urban, farmland, or water areas. We generated circular buffers with 200-m radii from
individual cells, considering the measurement error (± 136 m) of the map. We next created a
categorical variable indicating whether volcanic rock had larger proportions or not (1/0), and a
continuous variable indicating the proportion of volcanic rocks. We used the single variable
with the lowest AIC in final analysis.

Fitting MAXLIKE
To avoid multi-collinearity, correlation coefficients were calculated among selected covariates.
The covariate with the lower AIC was selected when the correlation coefficient was> 0.7.
Logistic models were constructed for all possible combinations of covariates, and the model

Fig 1. Study area and locations of wind-hole sites.We successfully located 55 wind-hole sites dispersed
throughout the study area. Wind-hole sites with lingonberry (VV), Labrador tea (RG), both species, and
without these species (others), are shown using different symbols. This figure is not identical to the original
data, and is for representative purposes only.

doi:10.1371/journal.pone.0135732.g001

Cool Spots as Microrefugia

PLOS ONE | DOI:10.1371/journal.pone.0135732 August 18, 2015 5 / 12



with the lowest AIC was treated as the best model. We fitted MAXLIKE using the covariates
in the best logistic model. To enhance convergence, we standardized covariates before imple-
menting MAXLIKE. We calculated the explained deviance as an explanatory power of the
fitted model (pseudo-R2): 1 –(Df / Dnull) where Df and Dnull are deviances of fitted and null
models, respectively. We obtained the deviance of the respective model by multiplying the log-
likelihood by –2. We also obtained the explained deviance of the logistic regression model with
random pseudo-absence data and the same explanatory variables. We further fitted the
MAXLIKE model to the data only composed of wind-hole sites with alpine plant species.

Results

Field survey
We found 27 described and 28 new wind-hole sites (Figs 1 and 2). Although we did not
measure their areas, small wind-hole sites were ~ 10 m2 in area, whereas large sites were>
2,000 m2 in area (mean area, ~100 m2). The sites were dispersed throughout the study area,
and almost all were at the bottoms of slopes in the low elevations (230–1,181 m.a.s.l., mean 556
m). Lingonberry or Labrador tea occurred at 9 and 12 sites, respectively, and at least one plant
occurred in 14 of the 55 sites. The 14 wind-hole sites with such alpine plants were also located
at low elevations, far away from the alpine zone (elevation: 290–1,181 m.a.s.l., mean 600 m; dis-
tance: 0.4–19.5 km, mean 10.7 km; Fig 2).

Statistical analysis
For mean slope angle, logistic models with a 100-m buffer containing both the mean value and
the square thereof had the lowest AIC. Buffers of 100 m and 50 m were best when maximum
slopes and curvature, respectively, were analyzed (Table 1). For surface geology, the continuous
variable had a lower AIC. Because the square of the mean angle and the maximum angle were
highly correlated (Table 2), we used only the maximum angle; this had the lower AIC value.
The following three covariates were entered into the final model: maximum slope angle

Fig 2. (a) A wind-hole site and (b) its surface temperature measured using a thermal camera. Areas with accumulated debris had lower temperatures.

doi:10.1371/journal.pone.0135732.g002
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(100 m), curvature (50 m), and surface geology (continuous). We fitted logistic models with
these covariates, and the model with all three covariates had the lowest AIC (Table 3).

Model fitting with MAXLIKE showed that the effects of maximum slope angle, curvature,
and surface geology were significant (Table 4A). Model estimates suggest that the probability
of occurrence increases with increasing maximum slope angle, proportion of volcanic rocks,
and concave surfaces. However, the explained deviance was low (0.07), and presence cells
included low values of predicted occurrence probability (0.975, 0.75, 0.5, 0.25, and 0.025 per-
centiles of occurrence probabilities for presence cells were 0.99, 0.72, 0.44, 0.14, and 0.03,
respectively; mean predicted value was 0.46). The comparable model of the logistic regression
model had the similar value of the explained deviance (0.09). We used this MAXLIKE model to
predict wind-hole site occurrences in the study area (Fig 3). As parameter estimates suggest,
cells at the bottoms of steep slopes had higher occurrence probabilities. We also fitted the
MAXLIKE to the data of 14 sites with alpine plants, and the results were similar with the for-
mer 55 site model except that the effect of curvature was lessened (Table 4B). But parameter
uncertainties were larger. The explained deviance was also similar with that of the former
model (0.06).

Discussion
To our knowledge, this is the first study to construct empirical statistical models of large-scale
wind-hole site distributions. We obtained the precise locations of wind-hole sites using a field

Table 1. AIC values of logistic models for individual covariates.

Buffer size (m) 0 25 50 100

Mean slope angle 1191.7 1191.2 1187.9 1184.7

Mean slope angle squared 1190.0 1181.8 1159.6 1154.9

Maximum slope angle 1191.7 1175.1 1145.3 1143.7

Curvature 1182.3 1164.5 1120.7 1123.5

Buffer size (m) 200 300 400 500

Mean slope angle 1183.6 1182.0 1180.8 1180.8

Mean slope angle squared 1161.1 1159.4 1161.1 1163.0

Maximum slope angle 1159.4 1151.4 1150.2 1153.1

Curvature 1128.5 1139.4 1166.9 1165.1

Surface geology (categorical) 1182.9

Surface geology (continuous) 1179.0

Null model: 1190.9

Values with the 0-m buffer were based on calculations generated without buffers. Bold text denotes the lowest AIC for each covariate. For mean slope and

its square, the single model with the lowest AIC was selected.

doi:10.1371/journal.pone.0135732.t001

Table 2. Correlationmatrix of selected covariates.

MeanSA2 MaxSA Curv. Geol.

Mean slope angle2 (100 m) 1

Maximum slope angle (100 m) 0.827 1

Curvature (50 m) -0.002 -0.005 1

Surface geology (continuous) -0.030 -0.033 0.017 1

Covariate names in columns are abbreviated.

doi:10.1371/journal.pone.0135732.t002
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survey, and tested the effects of topographic and geological covariates on the probability of
wind-hole site occurrence. As supported by their formation processes [21], we found that
wind-hole sites are likely to occur in areas with high maximum slope angles and volcanic rock
cover, and concave surfaces. Absolute values of standardized model coefficients were slightly
larger for topographic than for geological covariates (Table 4), suggesting that the effects of
topographic covariates were larger. However, it is possible that geological effects were underes-
timated because of the coarseness of geological source data. Explanatory power of the model
was small, and the model predicted low occurrence probabilities for wind-hole sites. Therefore,
there would be additional factors relevant to the wind-hole formations such as larger-scale
region-wide topography (see below).

Statistical models enabled us to predict the large-scale distributions of wind-hole sites.
As model parameters suggest, sites at the bottoms of steep slopes had higher probabilities of
containing wind holes. [33] found the presence of cold air pool in the valley bottom (sensu
[38]) in Kitami region in winter. This cold air pool may further contribute to lower the air tem-
perature inside the wind-hole sites. The predictive map indicates that such topographic condi-
tions are common in our study area, suggesting that there are many undiscovered wind-hole
sites. Indeed, we discovered 28 undescribed new wind-hole sites during our field survey. Never-
theless, it is difficult to estimate ‘absolute’ occurrence probabilities using presence-only data

Table 3. Results of model selection using logistic regressions.

Parameter estimates

Model # Intercept MaxSA Curv. Geol. AIC ΔAIC

8 -13.610 0.07148 -1.232 1.339 1085.6 0.00

6 -12.600 0.06702 -1.227 1103.0 17.32

4 -11.170 -1.861 1.268 1105.6 19.92

2 -10.350 -1.817 1120.7 35.05

7 -14.380 0.10010 1.303 1127.5 41.84

5 -13.330 0.09443 1143.7 58.05

3 -10.540 1.150 1179.0 93.39

1 -9.808 1190.9 105.26

See Table 2 for abbreviated parameter names.

doi:10.1371/journal.pone.0135732.t003

Table 4. Estimates of MAXLIKEmodel coefficients.

Parameter Estimate SE z P(>|z|)

(a) 55 site model

Intercept -3.687 0.487 -7.57 < 0.001

Maximum slope angle (100 m) 1.393 0.396 3.52 < 0.001

Curvature (50 m) -1.517 0.423 -3.59 < 0.001

Surface geology (continuous) 0.963 0.279 3.46 < 0.001

(b) 14 site model

Intercept -4.605 1.921 -2.40 0.0165

Maximum slope angle (100 m) 1.238 0.559 2.22 0.0267

Curvature (50 m) -0.572 0.337 -1.70 0.0894

Surface geology (continuous) 1.320 0.527 2.50 0.0123

Note that covariates were standardized before analysis.

doi:10.1371/journal.pone.0135732.t004
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[39–41]; we can only conclude that wind-hole site occurrences depend on topographic and
geological covariates. Collection of absence data, fine-grained geological maps, and process-
based parameters of wind-hole formations, would improve our understanding and predictions
of large-scale wind-hole site distributions.

Two alpine plant species (lingonberry and Labrador tea) occurred at low-elevation wind-
hole sites that were remote from alpine zones (Fig 2). Wind-hole sites likely provide alpine spe-
cies with suitable microhabitats and contribute to the distributions of these species. It is noted
that the surroundings of the wind-hole sites were well forested, and we observed these two
alpine plant species exclusively in wind-hole sites at low elevation areas. Our results suggest
that ignoring local habitats can underestimate species distributions in topographically complex
regions. However, fewer than half of the wind-hole sites (14 of 55) contained these alpine
plants (Fig 2), and the model only for 14 sites with alpine plant species was slightly different
with that of all wind-hole sites (Table 4), suggesting that curvature may not be so important to
the distribution of alpine species. However, parameter uncertainties were large in 14-site
model, and this suggestion was not conclusive. Another potentially candidate factor explaining

Fig 3. Predicted occurrence probabilities of wind-hole sites in part of the study area. See Fig 1 for an explanation of symbols.

doi:10.1371/journal.pone.0135732.g003
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the restrictive distribution of alpine plant species was their distributions during the last glacial
period. It would be difficult for alpine species to colonize sites isolated from past alpine zones.
If we can show that alpine species have persisted in wind-hole sites since the last glacial period,
we can term such sites microrefugia. Therefore, additional approaches such as genetic studies
are needed to test this hypothesis.

If cold temperatures are maintained in wind-hole sites during the present climate change
event, other cold-adapted species may be able to persist in these microhabitats. [33] suggested
the possible longevity (more than two thousand years) of wind-hole sites in Hokkaido. The
distributions of many species are predicted to change because of a changing climate [1–3].
Possible microrefugia, including wind-hole sites, may save species from extinction via short-
distance migrations [16]. In this respect, we suggest the potential conservation values of cool
spots currently without alpine plant species. Cool spots may be wide-spread [17, 21], as shown
in this study, and function as stepping-stones and temporal habitats (holdouts) for cold-
adapted species in general, especially those of taxa with high dispersal ability (sensu [15]).
Because these localized unique habitats usually occur in economically unproductive sites [29],
identifying and protecting potential microrefugia (cool spots) would be a robust and cost-effec-
tive mitigation of climate change impacts (sensu [31]), and may be more so than other mitiga-
tion schemes (e.g., assistance of long-distance migration).

Supporting Information
S1 Document. Literature describing existing wind-hole sites.
(DOCX)

S1 Fig. Wind-hole sites in central Hokkaido, northern Japan.Wind-hole sites (a) with accu-
mulated rocks and (b) covered by lingonberry.
(DOCX)

Acknowledgments
We thank the members of the Department of Forest Science and the Forest EcosystemMan-
agement Group of Hokkaido University for their field assistance and helpful discussions during
this study. The manuscript was greatly improved by the comments from anonymous two
reviewers, Robert Guralnick, and R. Chandler.

Author Contributions
Conceived and designed the experiments: AS YY TA TS YS SY FN. Performed the experiments:
AS SY. Analyzed the data: AS YY. Contributed reagents/materials/analysis tools: TA TS FN.
Wrote the paper: AS YY TA TS YS SY FN.

References
1. Thomas CD, Cameron A, Green RE, Bakkenes M, Beaumont LJ, Collingham YC, et al. Extinction risk

from climate change. Nature. 2004; 427(6970):145–8. doi: 10.1038/nature02121 PMID: 14712274

2. Bellard C, Bertelsmeier C, Leadley P, Thuiller W, Courchamp F. Impacts of climate change on the
future of biodiversity. Ecol Lett. 2012; 15(4):365–77. doi: 10.1111/j.1461-0248.2011.01736.x PMID:
22257223

3. Thuiller W, Lavorel S, Araujo MB, Sykes MT, Prentice IC. Climate change threats to plant diversity in
Europe. Proc Natl Acad Sci USA. 2005; 102(23):8245–50. doi: 10.1073/pnas.0409902102 PMID:
15919825

4. He F, Hubbell SP. Species-area relationships always overestimate extinction rates from habitat loss.
Nature. 2011; 473(7347):368–71. doi: 10.1038/nature09985 PMID: 21593870

Cool Spots as Microrefugia

PLOS ONE | DOI:10.1371/journal.pone.0135732 August 18, 2015 10 / 12

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0135732.s001
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0135732.s002
http://dx.doi.org/10.1038/nature02121
http://www.ncbi.nlm.nih.gov/pubmed/14712274
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.0409902102
http://www.ncbi.nlm.nih.gov/pubmed/15919825
http://dx.doi.org/10.1038/nature09985
http://www.ncbi.nlm.nih.gov/pubmed/21593870


5. Botkin DB, Saxe H, Araújo MB, Betts R, Bradshaw RHW, Cedhagen T, et al. Forecasting the effects of
global warming on biodiversity. BioScience. 2007; 57(3):227–36. doi: 10.1641/B570306

6. Gillingham PK, Huntley B, Kunin WE, Thomas CD. The effect of spatial resolution on projected
responses to climate warming. Divers Distrib. 2012; 18(10):990–1000. doi: 10.1111/j.1472-4642.2012.
00933.x

7. Franklin J, Davis FW, Ikegami M, Syphard AD, Flint LE, Flint AL, et al. Modeling plant species distribu-
tions under future climates: how fine scale do climate projections need to be? Global Change Biol.
2013; 19(2):473–83. doi: 10.1111/gcb.12051

8. Luoto M, Heikkinen RK. Disregarding topographical heterogeneity biases species turnover assess-
ments based on bioclimatic models. Global Change Biol. 2008; 14(3):483–94. doi: 10.1111/j.1365-
2486.2007.01527.x

9. Randin CF, Engler R, Normand S, Zappa M, Zimmermann NE, Pearman PB, et al. Climate change and
plant distribution: local models predict high-elevation persistence. Global Change Biol. 2009; 15
(6):1557–69. doi: 10.1111/j.1365-2486.2008.01766.x

10. Trivedi MR, Berry PM, Morecroft MD, Dawson TP. Spatial scale affects bioclimate model projections of
climate change impacts on mountain plants. Global Change Biol. 2008; 14(5):1089–103. doi: 10.1111/j.
1365-2486.2008.01553.x

11. Storlie C, Merino-Viteri A, Phillips B, VanDerWal J, Welbergen J, Williams S. Stepping inside the niche:
microclimate data are critical for accurate assessment of species' vulnerability to climate change. Biol
Lett. 2014; 10(9):20140576. doi: 10.1098/rsbl.2014.0576

12. Ashcroft MB. Identifying refugia from climate change. J Biogeogr. 2010; 37(8):1407–13. doi: 10.1111/j.
1365-2699.2010.02300.x

13. Rull V. Microrefugia. J Biogeogr. 2009; 36(3):481–4. doi: 10.1111/j.1365-2699.2008.02023.x

14. Pearson RG. Climate change and the migration capacity of species. Trends Ecol Evol. 2006; 21
(3):111–3. doi: 10.1016/j.tree.2005.11.022 PMID: 16701483

15. Hannah L, Flint L, Syphard AD, Moritz MA, Buckley LB, McCullough IM. Fine-grain modeling of species’
response to climate change: holdouts, stepping-stones, and microrefugia. Trends Ecol Evol. 2014; 29
(7):390–7. doi: 10.1016/j.tree.2014.04.006 PMID: 24875589

16. Mosblech NAS, Bush MB, vanWoesik R. On metapopulations and microrefugia: palaeoecological
insights. J Biogeogr. 2011; 38(3):419–29. doi: 10.1111/j.1365-2699.2010.02436.x

17. Dobrowski SZ. A climatic basis for microrefugia: the influence of terrain on climate. Global Change Biol.
2011; 17(2):1022–35. doi: 10.1111/j.1365-2486.2010.02263.x

18. Sasaki H. Air and soil temperature affecting the distribution of plants on a wind-hole site. Ecol Rev.
1986; 21:21–7.

19. Tanaka HL, Nohara D, Yokoi M. Numerical simulation of wind hole circulation and summertime ice for-
mation at Ice Valley in Korea and Nakayama in Fukushima, Japan. J Meteor Soc Japan. 2000; 78
(5):611–30.

20. Sato K. An outline of the cool-spots site vegetation of Hokkaido, Japan. Bull Higashi Taisetsu Museum
Nat Hist. 1995; 17:107–15.

21. Shimizu C. An information on the cool air blow holes (wind-holes) including the ice caves in Japan: ref-
erences to the surrounding landforms and the existence of sporadic perm afrost. Komazawa Geogr.
2004; 40:121–48.

22. Sawada Y, IshikawaM, Ono Y. Thermal regime of sporadic permafrost in a block slope on Mt. Nishi-
Nupukaushinupuri, Hokkaido Island, Northern Japan. Geomorphology. 2003; 52(1–2):121–30. doi: 10.
1016/S0169-555X(02)00252-0

23. Sato K, Kudo G, Uemura S. Cool-spots site vegetation in Izariiri-Heide, northern Japan. Jpn J Ecol.
1993; 43:91–8.

24. Shiboi T. Supplementally report on the periglacial phenomena observed in Kitami District. Mem Kitami
Inst Techn. 1975; 7(1):163–94.

25. Růžička V. The freezing scree slopes and their arachnofauna. Decheniana-Beihefte. 1999; 37:141–7.

26. Ashcroft MB, Gollan JR, Warton DI, Ramp D. A novel approach to quantify and locate potential microre-
fugia using topoclimate, climate stability, and isolation from the matrix. Global Change Biol. 2012; 18
(6):1866–79. doi: 10.1111/j.1365-2486.2012.02661.x

27. Willis KJ, Bhagwat SA. Biodiversity and climate change. Science. 2009; 326(5954):806–7. doi: 10.
1126/science.1178838 PMID: 19892969

28. deMaynadier P, Hunter MJ. The role of keystone ecosystems in landscapes. In: Boyce MS, Haney A,
editors. Ecosystemmanagement: applications for sustainable forest and wildlife resources. Yale: Yale
University Press; 1997. p. 68–76.

Cool Spots as Microrefugia

PLOS ONE | DOI:10.1371/journal.pone.0135732 August 18, 2015 11 / 12

http://dx.doi.org/10.1641/B570306
http://dx.doi.org/10.1111/j.1472-4642.2012.00933.x
http://dx.doi.org/10.1111/j.1472-4642.2012.00933.x
http://dx.doi.org/10.1111/gcb.12051
http://dx.doi.org/10.1111/j.1365-2486.2007.01527.x
http://dx.doi.org/10.1111/j.1365-2486.2007.01527.x
http://dx.doi.org/10.1111/j.1365-2486.2008.01766.x
http://dx.doi.org/10.1111/j.1365-2486.2008.01553.x
http://dx.doi.org/10.1111/j.1365-2486.2008.01553.x
http://dx.doi.org/10.1098/rsbl.2014.0576
http://dx.doi.org/10.1111/j.1365-2699.2010.02300.x
http://dx.doi.org/10.1111/j.1365-2699.2010.02300.x
http://dx.doi.org/10.1111/j.1365-2699.2008.02023.x
http://dx.doi.org/10.1016/j.tree.2005.11.022
http://www.ncbi.nlm.nih.gov/pubmed/16701483
http://dx.doi.org/10.1016/j.tree.2014.04.006
http://www.ncbi.nlm.nih.gov/pubmed/24875589
http://dx.doi.org/10.1111/j.1365-2699.2010.02436.x
http://dx.doi.org/10.1111/j.1365-2486.2010.02263.x
http://dx.doi.org/10.1016/S0169-555X(02)00252-0
http://dx.doi.org/10.1016/S0169-555X(02)00252-0
http://dx.doi.org/10.1111/j.1365-2486.2012.02661.x
http://dx.doi.org/10.1126/science.1178838
http://dx.doi.org/10.1126/science.1178838
http://www.ncbi.nlm.nih.gov/pubmed/19892969


29. Lindenmayer DB, Franklin JF. Conserving forest biodiversity: a comprehensive multiscaled approach.
Washington, D.C.: Island Press; 2002.

30. Hjort J, Gordon JE, Gray M, Hunter ML. Why geodiversity matters in valuing nature's stage. Conserv
Biol. 2015; 29(3):630–9. doi: 10.1111/cobi.12510 PMID: 25923307

31. Keppel G, Mokany K, Wardell-Johnson GW, Phillips BL, Welbergen JA, Reside AE. The capacity of
refugia for conservation planning under climate change. Front Ecol Environ. 2015; 13(2):106–12. doi:
10.1890/140055

32. Shiboi T. On the periglacial geomorphic phenomena observed in the Johmon ridge area: mechanism of
cold anomalies. Mem Kitami Inst Techn. 1974; 5(2):213–42.

33. Shiboi T. Anomalous cold spots and underground ice in Kitami region. Kitami Daigaku Ronshu. 1980;
3:141–52.

34. Royle JA, Chandler RB, Yackulic C, Nichols JD. Likelihood analysis of species occurrence probability
from presence-only data for modelling species distributions. Methods Ecol Evol. 2012; 3(3):545–54.
doi: 10.1111/j.2041-210X.2011.00182.x

35. R Core Team. R: a language and environment for statistical computing. 2012: R Foundation for Statisti-
cal Computing. Vienna, Austria. http://www.R-project.org/.

36. Chandler R, Royle A. maxlike: model species distributions by estimating the probability of occurrence
using presence-only data. http://cran.r-project.org/web/packages/maxlike/index.html; 2013.

37. Guillera-Arroita G, Lahoz-Monfort JJ, Elith J. Maxent is not a presence–absence method: a comment
on Thibaud et al. Methods Ecol Evol. 2014; 5(11):1192–7. doi: 10.1111/2041-210X.12252

38. Lundquist JD, Pepin N, Rochford C. Automated algorithm for mapping regions of cold-air pooling in
complex terrain. J Geophys Res (Atmos). 2008; 113(D22):n/a-n/a. doi: 10.1029/2008JD009879

39. Hastie T, Fithian W. Inference from presence-only data; the ongoing controversy. Ecography. 2013; 36
(8):864–7. doi: 10.1111/j.1600-0587.2013.00321.x PMID: 25492992

40. Merow C, Silander JA. A comparison of Maxlike and Maxent for modelling species distributions. Meth-
ods Ecol Evol. 2014; 5(3):215–25. doi: 10.1111/2041-210X.12152

41. Higa M, Yamaura Y, Koizumi I, Yabuhara Y, Senzaki M, Ono S. Mapping large-scale bird distributions
using occupancy models and citizen data with spatially biased sampling effort. Divers Distrib. 2015; 21
(1):46–54. doi: 10.1111/ddi.12255

Cool Spots as Microrefugia

PLOS ONE | DOI:10.1371/journal.pone.0135732 August 18, 2015 12 / 12

http://dx.doi.org/10.1111/cobi.12510
http://www.ncbi.nlm.nih.gov/pubmed/25923307
http://dx.doi.org/10.1890/140055
http://dx.doi.org/10.1111/j.2041-210X.2011.00182.x
http://www.R-project.org/
http://cran.r-project.org/web/packages/maxlike/index.html
http://dx.doi.org/10.1111/2041-210X.12252
http://dx.doi.org/10.1029/2008JD009879
http://dx.doi.org/10.1111/j.1600-0587.2013.00321.x
http://www.ncbi.nlm.nih.gov/pubmed/25492992
http://dx.doi.org/10.1111/2041-210X.12152
http://dx.doi.org/10.1111/ddi.12255

