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A B S T R A C T   

Amphibians are declining globally and while many factors are contributing to this decline, habitat loss and 
degradation caused by climate and land use changes are among the most critical. Habitat degradation and 
increased interspecific competition are both concerns for long-term viability of the federally-threatened Cheat 
Mountain salamander (Plethodon nettingi) which is endemic to high elevations in West Virginia. In this study, we 
quantified the impacts of linear habitat fragmentation (i.e., a linear forest clearing for creation of a ski slope) on 
local colonization and extinction probabilities in adjacent forested habitat for the Cheat Mountain salamander 
and two co-occurring competitor species, eastern red-backed salamander (Plethodon cinereus) and Wehrle’s sal
amander (Plethodon wehrlei). We also quantified long-term changes in total occupancy of the species within the 
high elevation study area. We surveyed the salamander community annually from 1988 to 2021 using diurnal 
natural cover object searches at 43 plots, with 1988 representing three years following linear habitat frag
mentation. For each species, we used dynamic occupancy models to identify and model influential covariates for 
initial occupancy, colonization, extinction, and detection probability. We found that distance to fragmentation 
was positively correlated with colonization probability for Cheat Mountain salamanders, indicating negative 
edge effects of the linear forest clearing. Distance to fragmentation was negatively correlated with colonization 
probability for eastern red-backed salamanders, potentially indicating this species benefited from increased solar 
radiation or reduced competition from Cheat Mountain salamanders. Predicted occupancy of eastern red-backed 
salamanders and Wehrle’s salamanders increased over the 34 year monitoring period, indicating potential for 
increased competitive interactions. Our study suggests that extensive linear habitat fragmentation could result in 
degraded habitat for Cheat Mountain salamanders in the adjacent forest, and that potential for interactions with 
competitor species is increasing in high elevation forest stands.   

1. Introduction 

Amphibian population declines and species extinctions are occurring 
at a global scale (Semlitsch et al., 1996; Collins and Storfer, 2003; 
Beebee and Griffiths, 2005). Several factors are thought to be contrib
uting to this widespread decline, with habitat loss and degradation 
among the most critical (Sodhi et al., 2008). Linear fragmentation of 
mature forests is a common practice that occurs worldwide for instal
lation and maintenance of transportation, energy, and recreation cor
ridors and infrastructure (Riitters et al., 2004; Goosem, 2007; Monz 
et al., 2010; Jones et al., 2015). For example, development associated 

with the unconventional oil and gas industry in the central Appalachian 
region of the eastern United States is resulting in extensive linear forest 
fragmentation (Brittingham et al., 2014; Langlois et al., 2017). Drohan 
et al. (2012) estimated that 54% of existing shale-gas well pads in 
Pennsylvania occurred in forests, with 23% in core forests. The infra
structure associated with shale development has the potential to nega
tively impact plethodontid salamanders in the region (Brand et al., 
2014). The Appalachian region is a global biodiversity hotspot for 
woodland salamanders (genus Plethodon; Kozak et al., 2009; Milanovich 
et al., 2010), and there is broad concern for impacts of habitat loss and 
fragmentation on these species (Barrett et al., 2014; Sutton et al., 2015). 
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Woodland salamanders have low vagility (Marvin, 1998; Gillette, 
2003; Cabe et al., 2006) and strict microclimate requirements for 
cutaneous respiration (Spotila, 1972), and thus linear fragmentation of 
forests over long distances could potentially reduce or eliminate popu
lation connectivity (deMaynadier and Hunter, 2000; Marsh et al., 2005). 
In addition, edge effects can result in habitat degradation of adjacent 
forested habitat. For example, Marsh and Beckman (2004) found 
abundance of eastern red-backed salamanders (RBS; Plethodon cinereus) 
was reduced up to 20 m from road edges, and deMaynadier and Hunter 
(1998) estimated interior edge effects from clearcuts extended 25–35 m 
for RBS. Wood and Williams (2013) found that salamander abundance 
was highest 75 m from the forest edge, with few captures occurring 
within edge treatments. However, Moseley et al. (2009) found RBS 
could occupy sites within 20 m of edges if sufficient refugia were 
available. Thermal tolerances are species-specific (Markle and Kozak, 
2018), and some woodland salamander species could benefit from 
exposure to increased solar radiation at locations near their lower 
thermal tolerance limit (Huheey and Brandon, 1973). 

In addition to impacting habitat availability and quality, fragmen
tation could alter interspecific competition dynamics. Interspecific 
competition appears to influence distribution and abundance of some 
montane salamanders, as individuals compete for limited resources or 
optimal habitat (Jaeger, 1970; Fraser, 1976; Griffis and Jaeger, 1998; 
Reichenbach and Kniowski, 2009; Amburgey et al., 2019). In particular, 
previous studies have suggested strong competition between RBS and 
many woodland salamanders of conservation concern. For example, 
densities of Peaks of Otter salamanders (Plethodon hubrichti) were 
reduced in areas of sympatry with RBS, and RBS densities are increasing 
in areas that were historically dominated by Peaks of Otter salamanders 
(Reichenbach and Kniowski, 2009). Valley and Ridge salamanders 
(Plethodon hoffmani) and RBS compete for space, particularly nest sites, 
in areas of sympatry (Fraser, 1976). Shenandoah salamanders (Plethodon 
shenandoah) often appear to be restricted to suboptimal habitats in areas 
of sympatry with RBS (Jaeger, 1970, 1980; Griffis and Jaeger, 1998). 
Thus, changes in competing species distributions could be an important 
factor for long-term population viability of salamanders that are 
endemic to high elevations. 

The Cheat Mountain salamander (CMS; Plethodon nettingi) is a 
federally threatened species whose entire range falls within the high 
Allegheny Mountains of eastern West Virginia, primarily within the 
Monongahela National Forest (Pauley, 2008). This high-elevation 
endemic salamander is strongly associated with northern hardwood 
forests with a red spruce (Picea rubens) or eastern hemlock (Tsuga can
adensis) component (Pauley, 2007, 2008). Broad-scale clearcutting and 
wildfires in the late-1800s and early-1900s resulted in a reduction of red 
spruce-dominated forest in West Virginia from ≥190,000 ha to <10,000 
ha (reviewed by Beane et al., 2013), and today the Cheat Mountain 
salamander is limited to approximately 80 geographically isolated 
populations (Pauley, 2008). Potential contemporary threats identified 
for the species include additional habitat loss, fragmentation, and 
degradation, increased competition and predation, and disease (U.S. 
Fish and Wildlife Service, 2009). Increased interspecific competition is 
of particular concern, with a previous study finding that occupancy of 
sympatric CMS and RBS populations decreased and increased, respec
tively, between 1978 and 2011 (Kroschel et al., 2014). 

The purpose of this study was to quantify long-term (i.e., 34-year) 
occupancy dynamics of CMS and two competitor species (RBS and 
Wehrle’s salamander [WES; Plethodon wehrlei]) in relation to linear 
forest clearing. We investigated if occupancy of CMS and its competitors 
was influenced by distance to forest edge, and if occupancy of the species 
within the study area has changed over time. Estimating the long-term 
impacts of historical linear forest fragmentation on this woodland sal
amander community will provide valuable insights into potential re
sponses to future fragmentation for high-elevation endemic salamanders 
of conservation concern. 

2. Methods 

2.1. Study area 

We conducted this study at a ski resort partially located within the 
Monongahela National Forest (MNF) in Tucker County, West Virginia 
(Fig. 1; specific location withheld due to the conservation status of 
CMS). Since its inaugural season in 1986, 41 ski trails have been 
established across the property. Our study area consisted of a 4-ha 
mature forest patch near the mountain peak (survey site elevation =
1193–1250 m), and adjacent to a ski trail (hereafter linear forest 
clearing) with an average width of 19 m that was established in 1986. 
The study area consisted of shallow soil composed primarily of incep
tisols and spodosols (Gilliam, 2002). Dominant tree species included red 
spruce, yellow birch (Betula alleghaniensis), and American mountain ash 
(Sorbus americana), with 44% of monitoring plots having 50% or more of 
the canopy comprised of mature red spruce. Monitoring plots had 
mainly north-northeast-east aspects, with one plot having a northwest 
aspect. Annual average precipitation and air temperature in this area is 
approximately 147 cm and 8.8 ◦C, respectively (U.S. Forest Service, 
2006). In addition, a sprinkler system was installed in 2012 to improve 
habitat quality (i.e., increase soil moisture) for CMS within the study 
area. 

2.2. Field data collection 

We delineated 43 survey plots within the study area to monitor long- 
term occupancy dynamics of CMS and co-occurring salamander species 
in relation to the linear forest clearing. We used a systematic sampling 
approach, with 10 plots placed at the edges of the linear forest clearing 
(plot centers located ca. 4 m from the edge), and the remaining plots 
placed within the adjacent forest at approximately 20 m intervals from 
the edge plots, resulting in an even distribution of plots throughout the 
4-ha monitoring area and plot distances of up to 80 m from the clearing. 

We conducted visual encounter surveys annually from 1988 to 2021 
(excluding 2019). We excluded two pilot survey years conducted prior 
to 1988 (1986–1987), because the sampling protocol was still being 
developed and detections for all species were unusually low relative to 
the other sampling years. Surveys consisted of diurnal area-constrained 
natural cover object searches. All moveable rocks and coarse woody 
debris >6 cm in diameter within each plot were searched. We primarily 
conducted surveys within 48 h of a rain event and during warm months 
(May–September, typically in spring and fall) to maximize probability of 
availability of the focal species, as surface activity of woodland sala
manders is highly influenced by environmental hydric and thermal 
conditions (Spotila, 1972; Feder, 1983; Stuczka et al., 2016). We con
ducted surveys once (n = 17), twice (n = 15), or three times (n = 1) per 
year. For years with repeated samples, the median number of days be
tween surveys was 108 (minimum = 4, maximum = 131). Detected 
salamanders were identified to species. 

2.3. Habitat data 

We used weather data to assess if climatic conditions changed across 
the study period, as well as to account for effects of daily weather 
conditions on salamander detection probability. We obtained annual 
historical weather data (precipitation and minimum temperature) from 
1980 to 2020 for the study area from Daymet Daily Surface Weather and 
Climatological Summaries (Thornton et al., 2018). Because Daymet has 
a four-month latency, weather data for 2021 salamander surveys was 
derived from a nearby weather station located in Davis, West Virginia 
(39.0980◦ N, 79.4322◦ W). 

We used a 3 × 3 m digital elevation model (DEM; 1:4,800 scale 
elevation data) to derive several environmental variables, including 
heat load index (HLI), integrated moisture index (IMI), landform, slope 
position, and percent slope for each plot using ArcMAP (v. 10.5, 
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Environmental Systems Research Institute, Inc., Redlands, CA, USA). 
The HLI is an index representing temperature associated with aspect of 
plots, with higher scores indicating higher heat loads (McCune and 
Keon, 2002). We calculated HLI using the following equation: 

HLI = 0.039+ [0.808*cos(l)*cos(θ)] − [0.196*sin(θ)]
− [0.482*cos(f (α))*sin(f (α))]

where l represents latitude of an area of interest, θ represents the slope of 
an area of interest, and f (α) represents the folded slope of an area of 
interest (McCune and Keon, 2002). Aspect can be an important factor for 
woodland salamander habitat quality (Briggler and Prather, 2006; Dil
lard et al., 2008; MacNeil and Williams, 2013; Jacobsen et al., 2020), as 
southern aspects usually have higher temperatures and less moisture 
because these aspects receive more direct sunlight (Harper and Guynn, 
1999; Mohammad, 2008). The IMI, which is a relative rating of available 
moisture on the landscape, ranges from 0 to 100 with higher scores 
indicating higher moisture levels on the landscape (Iverson et al., 1997). 
The IMI model has been used as a predictive tool for several ecosystem 
attributes ranging from vegetation composition to bird distributions 
(Iverson et al., 1997). The IMI was calculated using the following 
equation (Iverson et al., 1997): 

IMI = [hillshade*0.5] + [curvature(θ)*0.15] + [FlowAccumulation*0.35]

Landform describes the surface curvature of a landscape, specifically 
the concavity and convexity index based on landscape features (McNab, 
1993). Slope position was defined using the Topographical Positional 
Index tool, and calculates a scalable slope position by comparing 
average neighboring values on the landscape from a focal position 
(Guisan et al., 1999). Positive values indicate that the focal point is on a 
higher slope position than neighbor averages, and negative values 
indicated the focal point is lower (Guisan et al., 1999). This differs from 
landform values in that this metric delineates the focal points position 

topographically on the landscape. We measured percent slope because 
previous research found that slope can influence CMS occurrence (Dil
lard et al., 2008). Distance from edge of the ski slope (m) was measured 
from each survey plot center using geo-referenced aerial photography. 

2.4. Data analysis 

To assess whether climatic conditions are changing in the study area, 
we determined if there were significant temporal trends in temperature 
and precipitation between 1980 and 2020 using Mann-Kendall tests 
(Mann, 1945; Kendall, 1975). This non-parametric test is widely used to 
detect monotonic trends in environmental data (e.g., Burn and Hag 
Elnur, 2002; Linares et al., 2011; Westra et al., 2013). The Mann-Kendall 
test estimates test distributions using a permutation approach, where a 
large number of random orderings of the data set are created and a test 
statistic is calculated for each permutation (Burn and Hag Elnur, 2002). 
A significant p-value indicates a trend is present within the data tested, 
and a τ value specifies the direction and magnitude of the trend. We 
tested for annual trends in mean daily minimum and maximum tem
perature during the warmest and coldest quarter (July–September and 
January–March respectively), and monthly total precipitation. We 
conducted climatic analyses using the package Kendall (version 2.2) in 
program R. 

We used dynamic occupancy models to quantify species-specific 
changes in occupancy from 1988 to 2021 in relation to time and dis
tance from edge (MacKenzie et al., 2003, 2017). We considered survey 
plots to be closed within-years and used within-year survey replications 
to estimate detection probability (p). Detection probabilities in years 
with a single survey were informed by the estimated p using the full data 
set. We tested several covariates as predictors of p and initial occupancy 
(Ψ). For p, we tested survey season (spring [April-May] and fall 
[September-October]), weather conditions the day of the survey (i.e., 
precipitation and minimum temperature), and weather conditions prior 

Fig. 1. Location of this study assessing impacts of linear habitat fragmentation on a high elevation salamander community in West Virginia, USA (a). The study area 
was located on a ski resort in Tucker County (b), within the boundary of the Monongahela National Forest (specific location withheld due to the conservation status of 
the Cheat Mountain salamander [Plethodon nettingi]). The study area consisted of a 4-ha mature forest patch that was adjacent to a ski slope with an average width of 
19 m (c). 
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to the survey (i.e., 3-day cumulative precipitation and 7-day cumulative 
precipitation). For initial occupancy, we tested HLI, IMI, landform, slope 
position, and percent slope. 

Our focal covariates for dynamic occupancy were year (specified as a 
continuous variable) and plot distance to linear forest clearing (hereafter 
distance to edge). We also tested absence (1988–2011)/presence 
(2012–2021) of the sprinkler system as a yearly colonization (γ) and 
extinction (ε) covariate to assess if this management prescription is 
having clear impacts on occupancy for CMS or its competitors. We did 
not model the sprinkler system as a plot-level covariate because sprin
kler lines were placed throughout the study area. 

We used a step-wise model selection approach to identify important 
predictors because of the large number of potential candidate models 
(Table 1). For each species, we first determined the most parsimonious p 
model (based on Akaike Information Criterion, corrected for small 
sample size [AICc]; Burnham et al., 2011), and then determined the most 
parsimonious Ψ model. Due to sample size limitations, we restricted the 
p and Ψ model selections to single variable models. We retained the top p 
and Ψ model as the null models for the focal colonization and extinction 
analyses, unless model convergence could not be achieved when these 
variables were included. We centered and scaled all continuous cova
riates prior to analysis. 

For CMS, we tested all combinations of distance from edge, year, and 
distance from edge + year as predictors of γ and ε for CMS (Supple
mental Material Table S1). For all species, we tested presence or absence 
of the sprinkler as a predictor of γ and ε. Finally, we derived annual 
predicted occupancy across the study period for each species based on 
model-estimated p, Ψ, and ε, and year as a predictor of γ and ε. We 
considered models to have strong support if ΔAICc < 2 (Burnham and 
Anderson, 2004; Burnham et al., 2011). For models with strong support, 
we assessed confidence for an effect of each variable by computing the 
85% profile likelihood confidence intervals (CI) of the beta coefficients 
(Arnold, 2010) and considered evidence for a strong effect when CIs did 
not overlap zero (Halsey, 2019). We assessed model fit using a para
metric bootstrap based on Pearson’s chi-square with 1000 simulations 
(Kéry and Royle, 2015). The Ĉ values indicated only minor over
dispersion for the models (range = 1.49–1.87), and thus we proceeded 
with the analyses. We conducted occupancy and model selection ana
lyses using the packages unmarked (version 0.12-2) and AICcmodavg 
(version 2.1-1), respectively, in program R (version 3.6.3). We calcu
lated the Relative Variable Importance (RVI) for predictors of γ and ε 
(Table 1) using the package MuMIn (version 1.43.17). We included 
models in the RVI if ΔAICc ≤ 4. 

3. Results 

3.1. Climate change 

From 1980 to 2020, positive trends were detected for mean daily 
minimum temperature in the warmest quarter (p = 0.0007, τ = 0.370; 
Fig. 2a) and total monthly precipitation (p = 0.006, τ = 0.087; Fig. 2b). 
We did not detect a significant trend for mean daily maximum tem
perature in the warmest quarter (p = 0.357) or coolest quarter (p =
0.307) or mean daily minimum temperature in the coldest quarter (p =
0.096). 

3.2. Salamander responses 

In total, 1892 detections of 4 salamander species occurred during the 
study, including 1633 CMS, 106 RBS, 106 WES, and 47 Allegheny 
Mountain dusky salamanders (Desmognathus ochrophaeus). We were 
unable to include Allegheny Mountain dusky salamanders in the study 
due to lack of model convergence caused by the low occurrence rates. 
Annual naïve (observed) occupancy ranged from 0.23 to 0.84 for CMS, 
0.00–0.19 for RBS, and 0.00–0.37 for WES (Fig. 3). The most parsimo
nious p model was minimum temperature on the day of the survey for 
CMS, the null model for RBS, and the survey season model for WES 
(Table S1). Estimated p (SE) was 0.582 (0.018) for CMS at the median 
temperature for the study period, 0.147 (0.024) for RBS, and 0.165 
(0.022) and 0.039 (0.011) for WES during spring and fall, respectively. 
The most parsimonious Ψ model was the null model for CMS, the IMI 
model for RBS, and the HLI model for WES. Initial occupancy was 
positively correlated with IMI for RBS and negatively correlated with 
HLI for WES. For the focal analyses, we included HLI for the WES 
models, but we were unable to include IMI in the RBS models due to lack 
of model convergence. 

For CMS, the most parsimonious focal analysis model contained year 
and distance from edge for γ (Table S1). This was the most complex 
model with strong support, and coefficient confidence intervals (CIs) did 
not overlap 0 (Table 2). Between the first and last study year, predicted 
occupancy of plots increased from 0.76 to 0.85 (Fig. 3a). Colonization 
probability (γ) increased from 0.22 to 0.39 at year 0, and 0.42–0.65 at 
year 33 with increasing distance from edge (Fig. 4a). 

For RBS, the most parsimonious focal analysis model also contained 
year and distance from edge for γ (Table S1). This was the most complex 
model with strong support, and coefficient CIs did not overlap 
0 (Table 2). Between the first and last survey year, predicted occupancy 
of plots increased from 0.03 to 0.53 (Fig. 3b). Colonization probability 
decreased from 0.02 to 0.01 at year 0, and 0.29–0.10 at year 33 with 
increasing distance from edge. Distance from edge also had some sup
port as an ε predictor (in conjunction with year as a γ predictor), with ε 
probability increasing from 0.04 to 0.15 with increasing distance from 
edge. However, there was low support for the estimate, with the coef
ficient CI broadly overlapping 0 (-0.12, 1.18). The sprinkler model 
received lower support than the null model as a predictor of γ and ε. For 
WES, the most parsimonious model contained year for γ (Table S1). 
Between the first and last study year, predicted occupancy of plots 
increased from 0.34 to 0.63 (Fig. 3c). Colonization probability increased 
from 0.005 at year 0 to 0.08 at year 33 (Fig. 4c). 

The calculated RVIs for models with CMS show that both distance 
and year were important γ predictors, with distance returned as the 
highest relative importance (0.68; Table 1). For ε, year and distance 
returned relative importance values of 0.15 and 0.16 respectively. For 
RBS, both year and distance were important predictors of γ, receiving 
relative importance values of 1.00 and 0.54, respectively (Table 1). For 
ε, distance from edge returned a RVI of 0.26. For WES, year, distance 
from edge, and the sprinkler were all important predictors of γ with RVI 
values of 0.38, 0.09, and 0.16, respectively. For ε, year and the sprinkler 
were important predictors with RVI values of 0.12 and 0.10, 
respectively. 

Table 1 
Relative Variable Importance (RVI) for focal parameter (colonization [γ] and 
extinction [ε]) with a ΔAICc ≤ 4 for the Cheat Mountain salamander (Plethodon 
nettingi), eastern red-backed salamander (P. cinereus), and Wehrle’s salamander 
(P. wehrlei) in Tucker County, West Virginia, USA. These models are considered 
to have some support. We sampled salamanders 1–3 times annually using area- 
constrained diurnal cover object searches at 5 m radius plots.  

Species Parameter Sum of Weights Number of models ≤ 4 

P. nettingi γ (Year)  0.59 6  
γ (Distance from edge)  0.68 6  
ε(Year)  0.15 3  
ε(Distance from edge)  0.16 3 

P. cinereus γ (Year)  1.00 4  
γ (Distance from edge)  0.54 2  
ε(Distance from edge)  0.26 2 

P. wehrlei γ (Year)  0.38 4  
γ (Sprinkler)  0.16 1  
γ (Distance from edge)  0.09 2  
ε(Year)  0.12 2  
ε(Sprinkler)  0.10 1  
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4. Discussion 

Our results suggest that linear fragmentation of a high elevation 
forest in Central Appalachia could be influencing salamander occupancy 
dynamics in the adjacent mature forest. We acknowledge that our study 
lacked a true control, and thus our inferences are restricted to temporal 
and spatial variation within a fragmented forest patch. It is well docu
mented that fragmentation of mature forests influences microclimatic 
conditions near the forest edge, often resulting in more extreme air and 
soil temperature fluctuations, lower humidity, and decreased soil 
moisture (Chen et al., 1995; Gehlhausen et al., 2000; Ewers and Banks- 
Leite, 2013; Arroyo-Rodríguez et al., 2017). Our results indicate that 
forest fragmentation negatively impacted microhabitat quality adjacent 
to the forest edge for the threatened CMS, which is consistent with 
previous work that found CMS occurrence was associated with interior 

forest conditions, including lower air temperature and higher humidity 
(Pauley, 1980a). Further, our results indicate that linear forest removal 
either increased microhabitat quality for RBS or allowed this species to 
capitalize on reduced competition from CMS near the forest edge. For 
WES, our results indicate that this species has increased their occupancy 
of the study site across years, possibly in response to the changing 
climate in the study area. 

Physiological traits influence the ability of species to colonize and 
persist in areas subjected to major disturbances (Sousa, 1984; Hendry 
et al., 2011; Lankau et al., 2011). Woodland salamanders are particu
larly sensitive to microclimatic conditions because they require cuta
neous respiration for gas exchange (Spotila, 1972). However, species 
and populations vary in their moisture and thermal tolerances and 
acclimation abilities (Spotila, 1972; Pauley, 1978; Muñoz et al., 2016; 
Markle and Kozak, 2018). Markle and Kozak (2018) studied thermal 

Fig. 2. Observed weather conditions from 1980 to 
2020 in a high elevation forest adjacent to a ski 
slope in Tucker County, West Virginia, USA. Positive 
trends were detected for mean daily minimum 
temperature in the warmest quarter (July–Sep
tember; a) and monthly total precipitation (b), but 
not for mean daily minimum or maximum temper
ature in the coolest quarter, or for maximum tem
perature in the warmest quarter. We obtained 
weather data from Daymet Daily Surface Weather 
and Climatological Summaries (https://daymet. 
ornl.gov/). Dashed lines represent a least squares 
line of best fit, with slopes of 0.03558 and 0.0012 
for minimum temperature and monthly precipita
tion, respectively.   
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capacities of 16 plethodontid species and found that size of geographic 
range was positively correlated with capacity to acclimate to increased 
temperatures. Further, RBS had the greatest thermal acclimation ca
pacity of the 10 Plethodon species tested. Many field studies indicate that 
RBS populations are negatively impacted by timber harvest, but that the 
populations are also capable of persisting in the resulting suboptimal 
environments (e.g., Pough et al., 1987; Duguay and Wood, 2002; 
Hocking et al., 2013; Homyack and Haas, 2013). Little previous research 
has been conducted on responses of WES and CMS populations to timber 
harvest. However, the leading hypothesis for why CMS is currently only 
found in geographically small, isolated populations is that the species 
was unable to persist through historical clear-cutting activities and 
associated wildfires except in exceptionally rocky substrates (Pauley, 
2008). 

Our study area is somewhat unusual in that RBS is not the dominant 
woodland salamander, and it was rarely encountered during the early 
years of the study (i.e., RBS was detected in zero or one of the 43 survey 
plots annually from 1988 to 1995). In addition to linear forest clearing 
likely reducing competition from CMS, it is possible that the increasing 
trend in precipitation or minimum temperature in summer is increasing 
climatic suitability for competitors of the Cheat Mountain salamander. 
Given that most previous research indicates CMS selects for cooler, 
moister environments (Jaeger, 1971; Downer, 2009; Farallo and Miles, 
2016), we speculate that if climate change is increasing habitat quality 
for RBS and WES in our study area, it is likely through increased pre
cipitation, which is expected to continue increasing in this region (Fer
nandez and Zegre, 2019). Prevalence of RBS is also increasing at other 
high elevation locations where CMS and RBS are sympatric (Kroschel 
et al., 2014), indicating this is a general pattern independent of linear 
forest clearing. 

There is concern that interspecific competition is a threat to long- 
term viability of CMS populations (Highton, 1972; Pauley, 1980b; U.S. 
Fish and Wildlife Service, 2009), particularly because occurrence of 
CMS at some monitoring sites has decreased in conjunction with an 
increase in RBS (Kroschel et al., 2014). While the results of this study do 
not indicate that CMS is declining at our study area, continued moni
toring is needed due to the increasing occupancy trends for RBS and 
WES. Further, we encourage an increase in within-year survey replica
tion effort to increase precision of model estimates as well as allow for 
use of more complex and informative models, such as multi-state and 
species interaction models (e.g., MacKenzie et al., 2009; Richmond 
et al., 2010; Rota et al., 2016). 

Our findings indicate that for the threatened CMS, negative effects of 

Fig. 3. Naïve (symbols) and predicted occupancy for the Cheat Mountain sal
amander (Plethodon nettingi; a), eastern red-backed salamander (P. cinereus; b), 
and Wehrle’s salamander (P. wehrlei; c) from 1988 to 2021 in a high elevation 
forest adjacent to a ski resort in Tucker County, West Virginia, USA. Mean 
proportion of occupied plots (naïve occupancy) is based on one (circles), two 
(triangles), or three (crosses) surveys conducted annually using area- 
constrained diurnal natural cover object searches in 5 m radius plots. These 
dynamic occupancy models included year as a continuous variable for coloni
zation (γ). Gray bands represent 95% confidence intervals for the predicted 
(study area) occupancy based on a 1000 replication bootstrap. 

Table 2 
Model coefficient 85% confidence intervals (CI) of the most complex strongly 
supported dynamic occupancy models for the Cheat Mountain salamander 
(Plethodon nettingi) and eastern red-backed salamander (P. cinereus) in relation to 
distance from linear forest clearing (distance from edge; 4–80 m) and year 
(1988–2021) in Tucker County, West Virginia, USA. We sampled salamanders 
1–3 times annually using area-constrained diurnal cover object searches at 5 m 
radius plots.  

Species Parameter Estimate CI (lower) CI (upper) 

P. nettingi Ψ(.) 
γ (Year) 

1.060 
0.032 

0.440 
0.007 

1.816 
0.060  

γ (Distance from edge) 0.269 0.053 0.505  
ε(.) 
p(Temperature) 

− 2.290 
0.172 

− 2.616 
0.097 

− 2.005 
0.248 

P. cinereus Ψ(.) − 3.46 − 5.362 − 2.251  
γ (Year) 0.089 0.049 0.127  
γ (Distance from edge) − 0.389 − 0.720 − 0.081  
ε(.) 
p(.) 

− 1.920 
− 1.360 

− 3.419 
− 1.762 

− 0.878 
− 0.921 

P. wehrlei Ψ(.) 
γ (year) 

− 0.625 
0.087 

− 1.315 
0.007 

0.065 
0.166  

ε(.) 
p(Seasonb) 

− 4.390 
− 1.580 

− 5.629 
− 2.007 

− 3.159 
− 1.148  
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linear habitat fragmentation extend well beyond the impact boundary. 
This result is commonly observed for woodland salamanders (e.g., 
DeGraff and Yamasaki, 2002; MacNeil and Williams, 2013), and can 
persist for at least as long as the forest clearing remains (Semlitsch et al., 
2007). Previous work has shown that aspect influences intensity of edge 
effects for woodland salamanders, with the most pronounced effects on 
dryer southerly aspects (Moseley et al., 2009; MacNeil and Williams, 
2013). However, our study indicates that CMS is also vulnerable to edge 
effects on northerly aspects. Thus, even if the species is not directly 
impacted within the zone of linear forest clearing, adjacent forest pop
ulations could be impacted. This result has implications for possible 
future linear forest clearing near known and potential CMS populations, 
such as for electricity powerlines and natural gas pipelines. 

Many studies provide concerning projections for the impacts of 
continued anthropogenic land use changes and contemporary climate 
changes on the long-term viability of amphibians in Appalachia and 
across North America, particularly for range-restricted and high- 
elevation endemic species (McCallum, 2007; Milanovich et al., 2010; 
Barrett et al., 2014; Bonetti and Wiens, 2014; Sutton et al., 2015; 
Struecker and Milanovich, 2017). Additional research indicates the ca
pacity of amphibians to adapt to rapid climate change may be greater 
than previously perceived (Urban et al., 2014; Ficetola et al., 2016; 
Lyons and Kozak, 2020). What is clear is that maintaining and restoring 
high quality habitats for vulnerable species is key to maximizing their 
capacity for resilience to climate change (Hulme, 2005; Mawdsley et al., 
2009; Hole et al., 2011). Our study suggests that linear forest clearing 
could have negative effects on adjacent populations of the threatened 
CMS. Thus, restricting future fragmentation in areas with known and 
potential CMS populations is likely an important management consid
eration for this species. 
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Fig. 4. Colonization (γ) probabilities for the Cheat Mountain salamander 
(Plethodon nettingi; a) eastern red-backed salamander (Plethodon cinereus; b), 
and Wehrle’s salamander (P. wehrlei; c) in a high elevation forest stand adjacent 
to a ski slope in Tucker County, West Virginia, USA. We sampled salamanders 
1–3 times annually from 1988 to 2021 using area-constrained diurnal cover 
object searches at 5 m radius plots Cheat Mountain salamander and eastern red- 
backed salamander. γ probability was influenced by distance from the linear 
forest clearing (distance from edge; 4–80 m) and survey year (0–33), and 
Wehrle’s salamander γ probability was influenced by survey year. For the Cheat 
Mountain salamander and eastern red-backed salamander plots, survey year 
was fixed at 33 (i.e., 2021). Gray bands represent the 85% confidence intervals 
based on a 1000 replication bootstrap. 

L.E. Rucker et al.                                                                                                                                                                                                                               



Forest Ecology and Management 505 (2022) 119847

8

Appendix A. Supplementary material 

Supplementary data to this article can be found online at https://doi. 
org/10.1016/j.foreco.2021.119847. 

References 

Amburgey, S.M., Miller, D.A.W., Brand, A., Dietrich, A., Campbell Grant, E.H., 2019. 
Knowing your limits: estimating range boundaries and co-occurrence zones for two 
competing plethodontid salamanders. Ecosphere 10 (5). https://doi.org/10.1002/ 
ecs2.2019.10.issue-510.1002/ecs2.2727. 

Arnold, T.W., 2010. Uninformative parameters and model selection using Akaike’s 
Information Criterion. J. Wildl. Manage. 74, 1175–1178. 

Arroyo-Rodríguez, V., Saldaña-Vázquez, R.A., Fahrig, L., Santos, B.A., 2017. Does forest 
fragmentation cause an increase in forest temperature? Ecol. Res. 32 (1), 81–88. 

Barrett, K., Nibbelink, N.P., Maerz, J.C., 2014. Identifying priority species and 
conservation opportunities under future climate scenarios: amphibians in a 
biodiversity hotspot. J. Fish. Wildlife Manage. 5, 282–297. 

Beane, N., Rentch, J., Schuler, T., 2013. Using maximum entropy modeling to identify 
and prioritize red spruce forest habitat in West Virginia. U.S. Forest Service, 
Northern Research Station Research Paper NRS-23, Newton Square, Pennsylvania, 
USA. 

Beebee, T.J.C., Griffiths, R.A., 2005. The amphibian decline crisis: a watershed for 
conservation biology? Biol. Conserv. 125 (3), 271–285. 

Bonetti, M.F., Wiens, J.J., 2014. Evolution of climatic niche specialization: a 
phylogenetic analysis in amphibians. Proc. R. Soc. B 281, 20133229.  

Brand, A.B., Wiewel, A.N.M., Grant, E.H.C., 2014. Potential reduction in terrestrial 
salamander ranges associated with Marcellus shale development. Biol. Conserv. 180, 
233–240. 

Briggler, Jeffrey T., Prather, John W., 2006. Seasonal use and selection of caves by 
plethodontid salamanders in a karst area of Arkansas. Am. Midl. Nat. 155 (1), 
136–148. 

Brittingham, M.C., Maloney, K.O., Farag, A.M., Harper, D.D., Bowen, Z.H., 2014. 
Ecological risks of shale oil and gas development to wildlife, aquatic resources and 
their habitats. Environ. Sci. Technol. 48 (19), 11034–11047. 

Burn, D.H., Hag Elnur, M.A., 2002. Detection of hydrologic trends and variability. 
J. Hydrol. 255 (1-4), 107–122. 

Burnham, K.P., Anderson, D.R., 2004. Multimodel inference: understanding AIC and BIC 
model selection. Sociol. Methods Res. 33 (2), 261–304. 

Burnham, K.P., Anderson, D.R., Huyvaert, K.P., 2011. AIC model selection and 
multimodel inference in behavioral ecology: some background, observations, and 
comparisons. Behav. Ecol. Sociobiol. 65 (1), 23–35. 

Cabe, P.R., Page, R.B., Hanlon, T.J., Aldrich, M.E., Connors, L., Marsh, D.M., 2006. Fine- 
scale population differentiation and gene flow in a terrestrial salamander (Plethodon 
cinereus) living in continuous habitat. Heredity 98 (1), 53–60. 

Chen, J., Franklin, J.F., Spies, T.A., 1995. Growing-season microclimatic gradients from 
clearcut edges into old-growth Douglas-fir forests. Ecol. Appl. 5, 74–86. 

Collins, J.P., Storfer, A., 2003. Global amphibian declines: sorting the hypotheses. Divers. 
Distrib. 9 (2), 89–98. 

DeGraff, R.M., Yamasaki, M., 2002. Effects of edge contrast on redback salamander 
distribution in even-aged northern hardwoods. For. Sci. 48, 351–363. 

Demaynadier, P.G., Hunter, M.L., 1998. Effects of silvicultural edges on the distribution 
and abundance of amphibians in Maine. Conserv. Biol. 12 (2), 340–352. 

deMaynadier, P.G., Hunter Jr., M.L., 2000. Road effects on amphibian movements in a 
forested landscape. Natural Areas J. 20, 56–65. 

Dillard, L.O., Russell, K.R., Ford, W.M., 2008. Macrohabitat models of occurrence for the 
threatened Cheat Mountain salamander, Plethodon nettingi. Appl. Herpetol. 5, 
201–224. 

Downer, H.R., 2009. Distribution of woodland salamanders of the Valley and Ridge in 
West Virginia. Thesis. Marshall University, Huntington, West Virginia, USA.  

Drohan, P.J., Brittingham, M., Bishop, J., Yoder, K., 2012. Early trends in landcover 
change and forest fragmentation due to shale-gas development in Pennsylvania: a 
potential outcome for the northcentral Appalachians. Environ. Manage. 49 (5), 
1061–1075. 

Duguay, J.P., Wood, P.B., 2002. Salamander abundance in regenerating forest stands on 
the Monongahela National Forest, West Virginia. For. Sci. 48, 331–335. 

Ewers, R.M., Banks-Leite, C., 2013. Fragmentation impairs the microclimate buffering 
effect of tropical forests. PLoS ONE 8 (3), e58093. https://doi.org/10.1371/journal. 
pone.005809310.1371/journal.pone.0058093.g00110.1371/journal.pone.0058093. 
g00210.1371/journal.pone.0058093.g00310.1371/journal.pone.0058093. 
g00410.1371/journal.pone.0058093.g005. 

Farallo, V.R., Miles, D.B., 2016. The importance of microhabitat: a comparison of two 
microendemic species of Plethodon to the widespread P. cinereus. Copeia 104 (1), 
67–77. 

Feder, M.E., 1983. Integrating the ecology and physiology of plethodontid salamanders. 
Herpetologica 39, 291–310. 

Fernandez, R., Zegre, N., 2019. Seasonal changes in water and energy balances over the 
Appalachian region and beyond throughout the twenty-first century. J. Appl. 
Meteorol. Climatol. 58, 1079–1102. 

Ficetola, G.F., Colleoni, E., Renaud, J., Scali, S., Padoa-Schioppa, E., Thuiller, W., 2016. 
Morphological variation in salamanders and their potential response to climate 
change. Glob. Change Biol. 22 (6), 2013–2024. 

Fraser, D.F., 1976. Empirical evaluation of the hypothesis of food competition in 
salamanders of the genus Plethodon. Ecology 57, 459–471. 

Gehlhausen, S.M., Schwartz, M.W., Augspurger, C.K., 2000. Vegetation and 
microclimatic edge effects in two mixed-mesophytic forest fragments. Plant Ecol. 
147, 21–35. 

Gilliam, F.S., 2002. Effects of harvesting on herbaceous layer diversity of a central 
Appalachian hardwood forest in West Virginia, USA. For. Ecol. Manage. 155 (1-3), 
33–43. 

Gillette, J.R., 2003. Population ecology, social behavior, and intersexual differences in a 
natural population of red-backed salamanders: a long-term field study. PhD 
dissertation. University of Louisiana. 

Goosem, M., 2007. Fragmentation impacts caused by roads through rainforests. Curr. Sci. 
93, 1587–1595. 

Griffis, M.R., Jaeger, R.G., 1998. Competition leads to an extinction-prone species of 
salamander: interspecific territoriality in a metapopulation. Ecology 79 (7), 
2494–2502. 

Guisan, A, Weiss, S.B., Weiss, A.D., 1999. GLM versus CCA spatial modeling of plant 
species distribution. Plant Ecology 143, 107–122. 

Halsey, L.G., 2019. The reign of the p-value is over: what alternative analyses could we 
employ to fill the power vacuum? Biol. Lett. 15 (5), 20190174. https://doi.org/ 
10.1098/rsbl.2019.0174. 

Harper, C.A., Guynn, D.C., 1999. Factors affecting salamander density and distribution 
within four forest types in the southern Appalachian Mountains. For. Ecol. Manage. 
114 (2-3), 245–252. 

Hendry, A.P., Kinnison, M.T., Heino, M., Day, T., Smith, T.B., Fitt, G., Bergstrom, C.T., 
Oakeshott, J., Jørgensen, P.S., Zalucki, M.P., Gilchrist, G., Southerton, S., Sih, A., 
Strauss, S., Denison, R.F., Carroll, S.P., 2011. Evolutionary principles and their 
practical application. Evol. Appl. 4, 159–183. 

Highton, R., 1972. Distributional interactions among eastern North American 
salamanders of the genus, Plethodon. In: Holt, C. (Ed.), The distributional history of 
the biota of the southern Appalachians. Part III: vertebrates. Research Division 
Monographs, Virginia Polytechnic Institute and State University, Blacksburg, 
Virginia, USA, pp. 139–188. 

Hocking, D.J., Babbitt, K.J., Yamasaki, M., 2013. Comparison of silvicultural and natural 
disturbance effects on terrestrial salamanders in northern hardwood forests. Biol. 
Conserv. 167, 194–202. 

Hole, D.G., Huntley, B., Arinaitwe, J., Butchart, S.H.M., Collingham, Y.C., Fishpool, L.D. 
C., Pain, D.J., Willis, S.G., 2011. Toward a management framework for networks of 
protected areas in the face of climate change. Conserv. Biol. 25, 305–315. 

Homyack, J.A., Haas, C.A., 2013. Effects of repeated-stand entries on terrestrial 
salamanders and their habitat. Southeast. Nat. 12 (2), 353–366. 

Huheey, J.E., Brandon, R.A., 1973. Rock-face populations of the mountain salamander, 
Desmognathus ochrophaeus, in North Carolina. Ecol. Monogr. 43 (1), 59–77. 

Hulme, P.E., 2005. Adapting to climate change: is there scope for ecological management 
in the face of a global threat? J. Appl. Ecol. 42, 784–794. 

Iverson, L.R., Dale, M.E., Scott, C.T., Prasad, A., 1997. A GIS-derived integrated moisture 
index to predict forest composition and productivity of Ohio forests (U.S.A). 
Landscape Ecol. 12, 331–348. 

Jaeger, R.G., 1970. Potential extinction through competition between two species of 
terrestrial salamanders. Evolution 24 (3), 632–642. 

Jaeger, R.G., 1971. Moisture as a factor influencing the distributions of two species of 
terrestrial salamanders. Oecologia 6 (3), 191–207. 

Jaeger, R.G., 1980. Microhabitats of a terrestrial forest salamander. Copeia 1980 (2), 
265. https://doi.org/10.2307/1444003. 

Jacobsen, C.D., Brown, D.J., Flint, W.D., Pauley, T.K., Buhlmann, K.A., Mitchell, J.C., 
2020. Vulnerability of high-elevation endemic salamanders to climate change: a case 
study with the Cow Knob salamander (Plethodon punctatus). Global Ecol. Conserv. 
21, e00883. https://doi.org/10.1016/j.gecco.2019.e00883. 

Jones, N.F., Pejchar, L., Kiesecker, J.M., 2015. The energy footprint: how oil, natural gas, 
and wind energy affect land for biodiversity and the flow of ecosystem services. 
BioScience 65, 290–301. 

Kendall, M.G., 1975. Rank Correlation Methods. Oxford University Press, Oxford, 
England, UK.  
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Muñoz, D.J., Miller Hesed, K., Campbell Grant, E.H., Miller, D.A.W., 2016. Evaluating 
within-population variability in behavior and demography for the adaptive potential 
of a dispersal-limited species to climate change. Ecol. Evol. 6 (24), 8740–8755. 

Pauley, T.K., 1978. Moisture as a factor regulating habitat partitioning between two 
sympatric Plethodon (Amphibia, Urodela, Plethodontidae) species. J. Herpetol. 12 
(4), 491. https://doi.org/10.2307/1563353. 

Pauley, T.K., 1980a. The ecological status of the Cheat Mountain salamander (Plethodon 
nettingi). Report to the U.S. Forest Service, Elkins, West Virginia, USA. 

Pauley, T.K., 1980b. Field notes on the distribution of terrestrial amphibians and reptiles 
of the Virginia mountains above 975 meters. Proc. West Virginia Acad. Sci. 52, 
84–92. 

Pauley, T.K., 2007. Revised notes on the range of the Cheat Mountain salamander, 
Plethodon nettingi, (Amphibia: Caudata). Proc. West Virginia Acad. Sci. 79, 16–21. 

Pauley, T.K., 2008. The Appalachian inferno: historical causes for the disjunct 
distribution of Plethodon nettingi (Cheat Mountain salamander). Northeastern 
Naturalist 15 (4), 595–606. 

Pough, F., Smith, E.M., Rhodes, D.H., Collazo, A., 1987. The abundance of salamanders 
in forest stands with different histories of disturbance. For. Ecol. Manage. 20 (1-2), 
1–9. 

Reichenbach, N., Kniowski, A., 2009. The ecology of the Peaks of Otter dalamander 
(Plethodon hubrichti) in sympatry with the eastern red-backed salamander (Plethodon 
cinereus). Herpetol. Conserv. Biol. 4, 285–294. 

Richmond, O.M.W., Hines, J.E., Beissinger, S.R., 2010. Two-species occupancy models: a 
new parameterization applied to co-occurrence of secretive rails. Ecol. Appl. 20 (7), 
2036–2046. 

Riitters, K., Wickham, J., Coulston, J., 2004. Use of road maps in national assessments of 
forest fragmentation in the United States. Ecol. Soc. 9. Article 13.  

Rota, C.T., Ferreira, M.A.R., Kays, R.W., Forrester, T.D., Kalies, E.L., McShea, W.J., 
Parsons, A.W., Millspaugh, J.J., Warton, D., 2016. A multispecies occupancy model 
for two or more interacting species. Methods Ecol. Evol. 7 (10), 1164–1173. 

Semlitsch, R.D., Scott, D.E., Pechmann, J.H.K., Gibbons, J.W., 1996. Structure and 
dynamics of an amphibian community: evidence from a 16-year study of a natural 
pond. In: Cody, P., Smallwood, J. (Eds.), Long-term studies of vertebrate 
communities. Academic Press, San Diego, California, USA, pp. 217–248. 

Semlitsch, R.D., Ryan, T.J., Hamed, K., Chatfield, M., Drehman, B., Pekarek, N., 
Spath, M., Watland, A., 2007. Salamander abundance along road edges and within 
abandoned logging roads in Appalachian forests. Conserv. Biol. 21, 159–167. 

Sodhi, N.S., Bickford, D., Diesmos, A.C., Lee, T.M., Koh, L.P., Brook, B.W., Sekercioglu, C. 
H., Bradshaw, C.J.A., Freckleton, R., 2008. Measuring the meltdown: drivers of 
global amphibian extinction and decline. PLoS ONE 3 (2), e1636. https://doi.org/ 
10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/ 
journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal. 
pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal. 
pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal. 
pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal. 
pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal. 
pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal. 
pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal. 
pone.0001636.s011. 

Sousa, W.P., 1984. The role of disturbance in natural communities. Annu. Rev. Ecol. Syst. 
15 (1), 353–391. 

Spotila, J.R., 1972. Role of temperature and water in the ecology of lungless 
salamanders. Ecol. Monogr. 42 (1), 95–125. 

Struecker, B.P., Milanovich, J.R., 2017. Predicted suitable habitat declines for 
midwestern United States amphibians and future climate change. Herpetol. Conserv. 
Biol. 12, 635–654. 

Stuczka, A., Hickerson, C., Anthony, C., 2016. Niche partitioning along the diet access in 
a colour polymorphic population of eastern red-backed salamanders, Plethodon 
cinereus. Amphibia-Reptilia 37, 283–290. 

Sutton, W., Barrett, K., Moody, A., Loftin, C., deMaynadier, P., Nanjappa, P., 2015. 
Predicted changes in climatic niche and climate refugia of conservation priority 
salamander species in the Northeastern United States. Forests 6 (12), 1–26. 

Thornton, P.E., Thornton, M.M., Mayer, B.W., Wei, Y., Devarakonda, R., Vose, R.S., 
Cook, R.B., 2018. Daymet: daily surface weather data on a 1-km grid for North 
America, Version 3. ORNL DAAC, Oak Ridge, Tennessee, USA.  

Urban, M.C., Richardson, J.L., Freidenfelds, N.A., 2014. Plasticity and genetic adaptation 
mediate amphibian and reptile responses to climate change. Evol. Appl. 7 (1), 
88–103. 

U.S. Fish and Wildlife Service [USFWS], 2009. Cheat Mountain salamander (Plethodon 
nettingi) 5-year review: summary and evaluation. U.S. Fish and Wildlife Service West 
Virginia Field Office, Elkins, USA. 

U.S. Forest Service [USFS], 2006. Monongahela National Forest land and resource 
management plan. <https://www.fs.usda.gov/Internet/FSE_DOCUMENTS/ 
stelprdb5330420.pdf>. Accessed 13 Apr 2020. 

Westra, S., Alexander, L.V., Zwiers, F.W., 2013. Global increasing trends in annual 
maximum daily precipitation. J. Clim. 26, 3904–3918. 

Wood, P.B., Williams, J.M., 2013. Terrestrial salamander abundance on reclaimed 
mountaintop removal mines. Wildl. Soc. Bull. 37 (4), 815–823. 

L.E. Rucker et al.                                                                                                                                                                                                                               

http://refhub.elsevier.com/S0378-1127(21)00938-5/h0305
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0305
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0305
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0310
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0310
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0310
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0315
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0315
https://doi.org/10.2307/1907187
https://doi.org/10.2307/1907187
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0325
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0325
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0330
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0330
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0335
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0335
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0335
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0340
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0340
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0340
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0345
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0345
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0345
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0350
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0350
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0355
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0355
https://doi.org/10.1371/journal.pone.001218910.1371/journal.pone.0012189.g00110.1371/journal.pone.0012189.g00210.1371/journal.pone.0012189.g00310.1371/journal.pone.0012189.t00110.1371/journal.pone.0012189.s00110.1371/journal.pone.0012189.s00210.1371/journal.pone.0012189.s003
https://doi.org/10.1371/journal.pone.001218910.1371/journal.pone.0012189.g00110.1371/journal.pone.0012189.g00210.1371/journal.pone.0012189.g00310.1371/journal.pone.0012189.t00110.1371/journal.pone.0012189.s00110.1371/journal.pone.0012189.s00210.1371/journal.pone.0012189.s003
https://doi.org/10.1371/journal.pone.001218910.1371/journal.pone.0012189.g00110.1371/journal.pone.0012189.g00210.1371/journal.pone.0012189.g00310.1371/journal.pone.0012189.t00110.1371/journal.pone.0012189.s00110.1371/journal.pone.0012189.s00210.1371/journal.pone.0012189.s003
https://doi.org/10.1371/journal.pone.001218910.1371/journal.pone.0012189.g00110.1371/journal.pone.0012189.g00210.1371/journal.pone.0012189.g00310.1371/journal.pone.0012189.t00110.1371/journal.pone.0012189.s00110.1371/journal.pone.0012189.s00210.1371/journal.pone.0012189.s003
https://doi.org/10.1371/journal.pone.001218910.1371/journal.pone.0012189.g00110.1371/journal.pone.0012189.g00210.1371/journal.pone.0012189.g00310.1371/journal.pone.0012189.t00110.1371/journal.pone.0012189.s00110.1371/journal.pone.0012189.s00210.1371/journal.pone.0012189.s003
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0365
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0365
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0370
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0370
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0370
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0370
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0375
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0375
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0375
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0380
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0380
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0380
https://doi.org/10.2307/1563353
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0395
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0395
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0395
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0400
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0400
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0405
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0405
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0405
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0410
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0410
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0410
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0420
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0420
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0420
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0425
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0425
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0425
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0430
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0430
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0435
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0435
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0435
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0445
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0445
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0445
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0445
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0450
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0450
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0450
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
https://doi.org/10.1371/journal.pone.000163610.1371/journal.pone.0001636.g00110.1371/journal.pone.0001636.g00210.1371/journal.pone.0001636.g00310.1371/journal.pone.0001636.t00110.1371/journal.pone.0001636.t00210.1371/journal.pone.0001636.s00110.1371/journal.pone.0001636.s00210.1371/journal.pone.0001636.s00310.1371/journal.pone.0001636.s00410.1371/journal.pone.0001636.s00510.1371/journal.pone.0001636.s00610.1371/journal.pone.0001636.s00710.1371/journal.pone.0001636.s00810.1371/journal.pone.0001636.s00910.1371/journal.pone.0001636.s01010.1371/journal.pone.0001636.s011
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0460
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0460
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0465
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0465
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0470
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0470
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0470
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0475
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0475
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0475
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0480
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0480
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0480
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0485
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0485
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0485
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0490
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0490
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0490
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0515
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0515
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0520
http://refhub.elsevier.com/S0378-1127(21)00938-5/h0520

	Long-term occupancy dynamics of the threatened Cheat Mountain salamander and its competitors in relation to linear habitat  ...
	1 Introduction
	2 Methods
	2.1 Study area
	2.2 Field data collection
	2.3 Habitat data
	2.4 Data analysis

	3 Results
	3.1 Climate change
	3.2 Salamander responses

	4 Discussion
	CRediT authorship contribution statement
	Declaration of Competing Interest
	Acknowledgments
	Appendix A Supplementary material
	References


