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Abstract
Some animals modify the environment in ways that can influence the resources available

to other species. Because red squirrels (Tamiasciurus hudsonicus) create large piles of

conifer-cone debris (middens) in which they store cones, squirrels concentrate resources

that might affect biodiversity locally. To determine whether other animals are attracted to

midden sites beyond their affinity for the same resources that attract red squirrels, we as-

sessed associations between middens, mammals, and birds at population and community

levels. We surveyed 75 middens where residency rates of red squirrels varied during the

previous five years; sampling along this residency gradient permitted us to evaluate the in-

fluence of resources at middens beyond the influence of a resident squirrel. At each loca-

tion, we quantified vegetation, landscape structure, abundance of conifer cones, and

midden structure, and used capture–recapture, distance sampling, and remote cameras to

quantify presence, abundance, and species richness of mammals and birds. Red squirrels

and the resources they concentrated at middens influenced mammals and birds at the pop-

ulation scale and to a lesser extent at the community scale. At middens with higher residen-

cy rates of red squirrels, richness of medium and large mammals increased markedly and

species richness of birds increased slightly. After accounting for local forest characteristics,

however, only species richness of medium-to-large mammals was associated with a red

squirrel being resident during surveys. In areas where red squirrels were resident during

surveys or in areas with greater amounts of resources concentrated by red squirrels, abun-

dances of two of four small mammal species and two of four bird species increased. We

conclude that the presence of this ecosystem modifier and the resources it concentrates in-

fluence abundance of some mammals and birds, which may have implications for maintain-

ing biodiversity across the wide geographic range inhabited by red squirrels and other

larderhoarding animals.

Introduction
Certain species influence ecosystems disproportionally [1–2] or perform unique ecological func-
tions [3]. If extirpated, the loss of these species could influence species diversity and ecosystem
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function adversely [4], earning them the moniker of keystone species [5]. Although the utility of
the keystone-species concept has been debated, evaluating the interaction strength of particular
species can increase our understanding of factors that govern ecological processes [1, 6].

A suite of mammals that vary widely both taxonomically and functionally have been
hypothesized to function in these ecologically important ways, including beaver (Castor cana-
densis) [7], prairie dogs (Cynomys spp.) [8], kangaroo rats (Dipodomys spp.) [9], sea otters
(Enhydra lutris) [10], and bison (Bison bison) [11]. Species that redistribute resources or create
structures on a large scale have been further classified as keystone modifiers [6] or ecosystem
engineers [12]. Examples include beaver, which alter hydrology and productivity by building
dams and through their feeding activities [7], prairie dogs, which alter soil structure and vege-
tation composition through burrowing and feeding [8], badgers (Taxidea taxus), which create
mounds that maintain diversity of prairie flora [13], and woodrats (Neotoma spp.), which alter
rates of nitrogen mineralization in soils and that build nests with a unique microclimate used
by other animals [14].

Some species also alter the distribution of resources, concentrating resources for themselves
and in ways that could increase the availability of resources for other species [15]. Handling
and storage of food by animals for later use, termed larderhoarding, enables animals to satisfy
energy requirements when resource abundance fluctuates [15]. Red squirrels (Tamiasciurus
hudsonicus), a territorial tree squirrel distributed throughout most coniferous forests of the
United States and Canada [16], often larderhoard food supplies that last for years [15, 17]. Red
squirrels fulfill a number of important ecosystem functions, including dispersing seeds, serving
as prey for predators, and creating structure via conspicuous cone-scale piles, known as mid-
dens, which are a product of feeding in a single location (Fig 1) [16]. Middens are central to a
single red squirrel’s well-defended territory [16], which can vary from 1 to>10 ha [18]. In the
southwestern United States, middens are typically located in forest patches with locally dense
canopies, high stem densities, thick foliage, and on cooler north-facing slopes [19–20], and
have a cool, moist microclimate optimal to larderhoard conifer cones and fungi [21–22]. Mid-
dens often are used over multiple generations [17] and can reach 13 m in diameter and 50 cm
in depth [23]. The structure of middens facilitates tunneling, nesting, and access to thousands
of stored cones, plus seeds dropped during feeding are distributed throughout a red squirrel’s
territory [24]. These resources may attract small mammals and birds, which may in turn attract
other predatory mammals and birds [25–26].

Positive associations with middens have been reported for marten (Martes americana) that
use subnivean tunnels more often when they are near middens [27], and grizzly bears (Ursus
arctos horribilis) that excavate middens to obtain seeds of whitebark pine (Pinus albicaulis)
[28]. Richness and abundance of mammals and birds has been observed to be higher at mid-
dens than in surrounding forest [25–26].

Although species richness of vertebrates may be higher at middens, this might be an artifact
of species selecting forest features that are coincident with those used by red squirrels [26] rath-
er than species leveraging resources concentrated by red squirrels. Red squirrels select sites
with high canopy cover, large cone-bearing trees [19–20], and coarse woody debris [26], fea-
tures likely important to many other species. For example, deer mice (Peromyscus spp.), chip-
munks (Tamias spp.), voles (Microtus spp.), and woodrats consume conifer seeds [29] and den
in coarse woody debris [30–31]. Insectivores, such as shrews (Soricidae), may be attracted to
the abundant insects supported by conifer seeds and in moist conditions; flying squirrels
(Glaucomys spp.) and voles may target woody debris that is conducive to growth of fungi [32].

To determine whether animals are attracted to middens beyond their affinity for resources
similar to those selected by red squirrels, we assessed associations between middens, mammals,
and birds at population and community scales across a gradient of residency rates by squirrels
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during the previous five years. Our objective was to determine if red squirrels or the resources
they concentrate influence populations and communities of vertebrates. If the presence of mid-
dens influences other species, we anticipate that richness and abundance of mammals and
birds will be higher at locations with higher residency rates and will be associated positively
with the presence of red squirrels at middens and abundance of the resources they concentrate.

Materials and Methods
Field efforts were conducted under permits from the United States Department of Agriculture
Forest Service, Arizona Game and Fish Department, and United States Fish and Wildlife

Fig 1. Red squirrel (Tamiasciurus hudsonicus) midden. Photographs of (a) red squirrel (Tamiasciurus hudsonicus) midden cone-scale pile, (b) cached
cones inside pit excavated by red squirrel, and (c) stored cones, which may number in the thousands at a single midden. Photo credit, E. E. Posthumus. Mt.
Graham, GrahamCo. Arizona, 2011–2012.

doi:10.1371/journal.pone.0123633.g001

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 3 / 14



Service, and approved by the University of Arizona Institutional Animal Care and Use Com-
mittee (IACUC; Protocol #11–248). We studied a 100-ha area of mixed-conifer forest at an ele-
vation of 2,870 to 3,050 m in the Pinaleño Mountains, 25 km southwest of Safford, Graham
Co., Arizona. The forest is dominated by Douglas-fir (Pseudotsuga menziesii), white fir (Abies
concolor), and southwestern white pine (Pinus strobiformis), interspersed with cork-bark fir
(Abies lasiocarpa var. arizonica), Engelmann spruce (Picea engelmanii), aspen (Populus tremu-
loides) and ponderosa pine (Pinus ponderosa) [33]. Middens in this area have been surveyed
for red squirrels every three months since 1996 [33] because endemic Mt. Graham red squirrels
(red squirrel; T. h. grahamensis) are listed as endangered in the United States.

In 2011, we classified 176 locations based on residency rates of red squirrels during the previ-
ous five years, which we defined as the proportion of quarterly surveys where a red squirrel was
observed at each midden. Surveys involved visiting middens to determine if each was inhabited
based on signs of red squirrel activity (tracks, feeding sign, nesting material) [33]. Because red
squirrels are highly territorial and solitary, when middens are inhabited, they are usually de-
fended aggressively by the resident adult [33]. From this set of midden locations, we selected 50
in both 2011 and 2012, 10 at random from each of five residency rate classes to capture the en-
tire gradient: 0% residency since 1996, 0% residency since 2011, 1–49% and without a resident
red squirrel for at least one year prior to the study, 50–75% residency, and> 75% residency. Fif-
teen locations were included in both 2011 and 2012 samples, which we treated as independent
across years. Distance between locations averaged 75 m (min = 30 m, max = 150 m).

Habitat Features
We surveyed vegetation along 2-m wide and 30-m long transects that radiated from the center
of each location in four cardinal directions (total area surveyed = 0.02 ha/location). We used a
spherical densiometer to estimate canopy closure [34] and averaged readings taken 0, 2, 10, 20,
and 30 m from center of each location in each direction. We counted the number of live and
dead trees in three size classes (<20 cm, 20–40 cm,>40 cm dbh), measured diameter at breast
height (dbh), and calculated basal area/ha for all live and dead trees. We recorded the number
of live trees of each species and calculated diversity at each location with the Shannon-Weiner
index. We measured volume of hard downed logs>20 cm in diameter and slope and aspect in
absolute degrees from the center of each location.

Resources Concentrated by Red Squirrels
We recorded whether a red squirrel was resident at each location between May and September
of each year (red squirrel residency during surveys), and measured area and depth of cone-
scale piles at each midden. We ranked the number of cones cached in each scale pile from 1–4
to reflect 1–25, 26–50, 51–75, and>75 cones, respectively, and used the highest value observed
in either September or December of the previous year to approximate cone availability.

Composition of Mammal and Bird Communities
We surveyed small mammals at all locations using a trapping-web design centered on each lo-
cation [35]. Webs were comprised of eight, 30-m lines radiating at 45° angles from the center
of the location. Along each line, we set one folding, galvanized Sherman live trap (7.5 by 9 by
23 cm: Model LFG, H.B. Sherman Trap Co., Tallahassee, FL) at 10, 20, and 30 m from the cen-
ter of each location, four traps at 2 m in each cardinal direction, and one trap at the center for a
total of 29 traps per location. For one four-night period at each location per year between May
and September, we baited traps at sunset with a mix of peanut butter, rolled oats, and alfalfa
pellets, checked traps at sunrise, and reset and checked again mid-morning. We identified
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individuals captured to species, and weighed, measured [36], and marked each individual with
ear tags (Monel #1005–1, National Band and Tag Company, Newport, KY), before releasing
animals at the capture location. Handling methods followed American Society of Mammalo-
gists [37] and University of Arizona IACUC guidelines.

We surveyed medium and large mammals at all locations with remote cameras (Bushnell
Trophy Cam 119436c, TrailCamPro, Springfield, MO) [25]. We set three cameras 5–10 m
from and facing the center of each survey location and located 1–2 m above the ground for a
six-day period in each year established at random between May and September. We set cam-
eras at maximum sensitivity to record one photo upon detection, with a 3-sec delay between
photographs. We identified animals in photographs to species and counted the number of spe-
cies detected over the six-day period for each location.

We surveyed birds from each location with 10-min point counts on four consecutive morn-
ings (0500–0900 h) concurrent with small mammal trapping [38]. We detected birds by sight
and sound and classified distances from the observer as 0–10 m, 11–20 m, 21–30 m, 31–50 m,
and 51–100 m, truncating detections at 100 m to include only those birds proximate to mid-
dens. We considered only species that were ground foragers to target species that search for
seeds or insects on the ground [39].

Data Analysis
We used logistic regression for binomial counts (number of quarterly surveys where a red
squirrel was present relative to the total number of quarterly surveys done at each site) to ex-
plore relationships between residency rates and habitat features. We used linear regression to
explore relationships between residency rates and species richness of small mammals, medium
and large mammals, and birds, and added quadratic and cubic components successively until
they were no longer significant (P> 0.10) when relationships were curvilinear [40]. To reduce
dimensionality among the seven habitat features we measured, we used principal components
analysis based on the correlation matrix after first transforming basal area, number of large
trees> 40 cm dbh, number of large snags> 40 cm dbh, volume of downed logs, and slope
with the natural log and by squaring canopy cover to normalize their distributions. To test
whether species richness was associated with a red squirrel being resident during surveys or the
resources concentrated by red squirrels after accounting for forest characteristics, we first used
Poisson regression to model richness of small mammals, medium and large mammals com-
bined, and birds separately as a function of habitat features as described by the first three prin-
cipal components. We retained influential components (P< 0.10), then fit a second model to
describe the influence of red squirrels that included red squirrel residency during surveys, vol-
ume of the cone-scale pile, and index of cached cones. We then used a drop-in-deviance test to
contrast the amount of variation in the response explained by the two models and to determine
the influence of red squirrels on each response after accounting for habitat features [41].

For all mammal and bird species observed, we used logistic regression to model presence of
each species at each location and as a function of residency rates of red squirrels. For the two
mammal species captured at> 90% of sites, deer mice (Peromyscus maniculatus) and cliff chip-
munks (Tamias dorsalis), we created hierarchical models of abundance based on a capture-
recapture framework with the R package ‘unmarked’ [42]. To model the detection process, we
assumed a behavioral response to trapping (Mb, based on our preliminary modeling) and
explored the influence of mean low daily temperature and mean daily precipitation for each
four-day trapping period (National Wildfire Coordinating Group 2012, from a weather station
within our study area) and retained influential covariates (P< 0.10). To determine whether
abundance of P.maniculatus and T. dorsalis was associated with a red squirrel being resident
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during surveys or the resources concentrated by red squirrels after accounting for habitat fea-
tures, we fit two models using a process similar to the one we described for species richness.

For all ground-foraging bird species, including American robin (Turdus migratorius), her-
mit thrush (Catharus guttatus), Stellar’s jay (Cyanocitta stelleri), and yellow-eyed junco (Junco
phaeonotus), we created hierarchical models for abundance based on a distance-sampling
framework with ‘unmarked’ [42]. We compared half normal, hazard rate, and uniform detec-
tion functions, explored a series of models for detection probability including models that var-
ied with behavior and mean low temperature and precipitation, and retained influential
covariates (P< 0.10). To determine whether abundance of each species was associated with a
red squirrel being resident during surveys or the resources concentrated by red squirrels after
accounting for vegetation features, we used a process similar to the one we described for
species richness.

Results

Habitat Features Surrounding Middens
Residency rates of red squirrels increased with canopy cover (7.16 ± 0.57% [SE], χ2 = 157.02,
P< 0.001), basal area (15.57 ± 1.36 m²/ha, χ2 = 79.63, P< 0.001), number of large trees> 40
cm dbh (1.78 ± 1.11 trees/ha, χ2 = 33.02, P< 0.001), number of large snags> 40 cm dbh
(1.31 ± 1.07 snags/ha, χ2 = 16.62, P< 0.001), steeper slopes (2.65 ± 1.20°, χ2 = 28.50,
P< 0.001), more north facing slopes (-0.0016 ± 0.0010°, χ2 = 2.88, P = 0.090), and decreased
with the index of tree diversity (-0.53 ± 0.16, χ2 = 10.70, P< 0.001) and volume of downed logs
(-2.08 ± 1.19 m3, χ2 = 17.34, P< 0.001). Volume of cone-scale piles (4.75 ± 0.55 m3, t99 = 8.64,
P< 0.001) and the index of number of cached cones (2.55 ± 0.30, t99 = 8.47, P< 0.001) in-
creased as residency rates increased, indicating that resources concentrated by red squirrels
varied with residency rates (Fig 2).

Most (60.7%) of the variation in the eight original habitat features was captured by the first
three principal components. The first principal component (25.4% of variation) described as-
pects of forest density, with high loadings on percent canopy cover (factor weight = 0.81),
north facing slopes (0.72), number of live trees>40 cm dbh (0.62), and low tree diversity
(0.51). The second principal component (19.4%) described aspects of tree structure, with high
loadings on number of large snags>40 cm dbh (0.83) and basal area (0.66). Lastly, the third
principal component (15.8%) described aspects of the forest floor, including volume of downed
logs (0.89) and flatness of slopes (0.58). Residency rates were associated with the first
(r = 0.257, P = 0.010), second (r = 0.195, P = 0.053) and third principal component (r = 0.192,
P = 0.055).

Influence of Resources Concentrated by Red Squirrels on Vertebrates
We captured six species of small mammals during 11,600 trap nights (Table 1). Species rich-
ness of small mammals was not associated with residency rate of red squirrels (t99 = 0.94,
P = 0.350, r² = 0.009). After accounting for habitat features, species richness of small mammals
was not influenced by a red squirrel being resident during surveys or resources concentrated by
red squirrels (Tables 2 and 3). We observed 8 species of medium and large mammals in 1722
camera days in addition to red squirrels (Table 1). Species richness of medium and large mam-
mals increased as residency rates of red squirrels increased (0.98 ± 0.32 species, t99 = 3.34,
P = 0.001, r² = 0.102). After accounting for forest characteristics, species richness of medium
and large mammals increased when a red squirrel was resident during surveys (Tables 2 and
3). We detected 25 species of birds, including four that we classified as ground foragers
(Table 1). Species richness of birds increased slightly as residency rate of red squirrels increased
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(1.29 ± 0.77 species, t99 = 1.65, P = 0.101, r² = 0.027). After accounting for habitat features, spe-
cies richness of birds was not influenced by a red squirrel being resident during surveys or re-
sources concentrated by red squirrels (Table 2), but did increase with forest density (Table 3).

After accounting for forest characteristics, abundance of P.maniculatus was lower in loca-
tions with a red squirrel resident during surveys (-0.36 ± 0.12 individuals) and increased as the
number of cached cones increased (0.08 ± 0.03 individuals/cone index unit; Tables 2 and 4).
Detection probability of P.maniculatus changed in response to initial capture and with precipi-
tation (Table 4). After accounting for forest characteristics, abundance of T. dorsalis was lower
in locations with a red squirrel resident during surveys (-0.74 ± 0.17 individuals), and increased
as the number of cached cones increased (0.11 ± 0.04 individuals/cone-index unit; Tables 2
and 4). Detection probability of T. dorsalis changed with precipitation (Table 4).

After accounting for habitat features, abundance of C. guttatus was higher in locations with
a red squirrel resident during surveys (0.66 ± 0.26 individuals; Tables 2 and 4). Abundances of
C. stelleri and J. phaeonotus were not influenced by a red squirrel being resident during surveys
or resources concentrated by red squirrels (Tables 2 and 4). Abundance of T.migratorius was
higher in locations where a red squirrel was resident during survey (1.19 ± 0.47 individuals/
cone-index unit) and lower at locations with larger cone scale piles (-0.48 ± 0.19 m3; Tables 2
and 4). Detection probability of C. stelleri was influenced by low temperature and detection
of T.migratorius was influenced by precipitation (Table 4). For C. guttatus, C. stelleri, and
T.migratorius, a hazard-rate detection function fit best, whereas for J. phaeonotus, a half-
normal detection function fit best.

Fig 2. Relationship between red squirrel residency rates and resources concentrated by red
squirrels. Relationship between resources concentrated by red squirrels, red squirrel residency during
surveys, and residency rate (proportion of quarterly surveys during the previous five years) of red squirrels at
middens, Mt. Graham, Graham Co. Arizona, 2011–2012.

doi:10.1371/journal.pone.0123633.g002

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 7 / 14



Discussion

Effects of red squirrels on vertebrate communities
Although species classified as keystone modifiers often are thought to explain changes in com-
munity-scale attributes, such as species diversity [43], we found that the largest effects of red

Table 1. Proportion of sites surveyed at whichmammals and birds were observed.

Proportion of sites Residency

Group Species χ2 P

Small mammals Microtus longicaudus 0.32 0.01 0.929

Neotoma mexicana 0.59 0.60 0.439

Peromyscus boylii 0.07 1.82 0.178

Peromyscus maniculatus 1.00

Sorex monticolus 0.40 1.59 0.207

Tamias dorsalis 0.94 1.75 0.186

Medium and large mammals Lynx rufus 0.12 5.61 0.018

Mephitis mephitis 0.26 0.02 0.903

Odocoileus virginianus 0.09 1.62 0.202

Otospermophilus variegatus 0.53 0.01 0.926

Puma concolor 0.02 0.44 0.506

Sciurus aberti 0.09 0.06 0.802

Urocyon cinereoargenteus 0.04 1.37 0.241

Ursus americanus 0.26 4.22 0.040

Ground-foraging birds Catharus guttatus 0.74 0.00 0.989

Cyanocitta stelleri 0.19 2.73 0.098

Junco phaeonotus 0.86 0.46 0.498

Turdus migratorius 0.34 0.15 0.695

Chi-square and P-values from logistic regression models comparing proportion of sites surveyed at which mammal and bird species were observed

across the gradient of residency rates for red squirrels (n = 100).

doi:10.1371/journal.pone.0123633.t001

Table 2. Estimates ± standard errors and test statistics with associated P-values frommodels of species richness and abundance contrasting
sites where red squirrel were and were not resident during surveys.

Red squirrel

Metric Group Resident Not Resident χ2 P

Richness Small mammals 3.40 ± 0.17 3.28 ± 0.12 0.38 0.944

Medium and large mammals 2.60 ± 0.26 1.35 ± 0.11 14.96 0.002

Birds 7.90 ± 0.67 6.78 ± 0.30 2.52 0.471

Abundance Peromyscus maniculatus 17.32 ± 4.11 24.8 ± 5.36 11.43 0.010

Tamias dorsalis 7.02 ± 1.78 14.68 ± 1.78 18.79 < 0.001

Catharus guttatus 4.63 ± 1.04 2.39 ± 0.33 8.45 0.038

Cyanocitta stelleri 0.30 ± 0.20 0.40 ± 0.14 1.43 0.698

Junco phaeonotus 49.05 ± 9.99 55.98 ± 5.68 3.31 0.346

Turdus migratorius 4.34 ± 1.58 1.32 ± 0.29 10.13 0.017

Species richness of three taxonomic groups and abundance of two small mammal and four bird species in areas with and without a red squirrel resident

during surveys. Chi-squared statistics and P-value (all with degrees of freedom = 3) are from drop-in-deviance tests comparing models with and without a

resident red squirrel.

doi:10.1371/journal.pone.0123633.t002
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squirrels on vertebrates was at the population scale. Importantly, changes in species diversity
attributed to keystone species are rarely disentangled from overlapping habitat preferences
shared by other species. After accounting for the influence of vegetation and landscape charac-
teristics, a red squirrel being resident during surveys and resources concentrated by red squir-
rels explained little of the variation in species richness for small mammals and birds. However,
we observed an increase in species richness of medium and large mammals, principally meso-
carnivores and predators, as residency rates of red squirrel middens increased, suggesting
heightened activity of animals at red squirrel middens. After removing the effects of vegetation
and landscape characteristics, species richness of medium and large mammals increased at lo-
cations where a red squirrel was resident during survey. Bobcats may be attracted to middens
due to increased prey [44] and black bears excavate middens in search of cones [45]. Mammals
may also use middens for thermoregulatory properties, as marten use middens as resting sites
in winter [46].

Species richness of birds varied with local habitat features, but was not influenced positively
by a red squirrel being resident during surveys or resources concentrated by red squirrel. Mid-
dens with high residency rates had high canopy cover and basal area, and squirrels likely select
and persist at these sites for protection from avian predators [44], presence of large amounts of
cone-bearing trees [47], and moderate temperatures with higher humidity that aid thermoreg-
ulation [17] and cone storage [24]. Similarly, areas where the forest canopy is closed likely pro-
vide protection from predators, a moderate microclimate, and nesting locations for a variety of
species [48–49]. However, as documented in our photographs, avian ground foragers used the
surface of the cone-scale pile at locations where a red squirrel was resident during surveys, per-
haps to forage for seeds or insects [39]. We recommend further study on the abundance and
diversity of arthropods in cone-scale piles to understand whether middens are a hotspot for ar-
thropod diversity as found at structures created by other keystone modifiers such as packrats
and kangaroo rats [9,14].

Table 3. Parameter estimates, standard errors, and P-values frommodels assessing the importance of a red squirrel being resident and resources
concentrated by red squirrels during surveys to species richness of mammals and birds.

Group Parameter Estimate SE P

Small mammals Intercept 1.17 0.07 < 0.001

Squirrel resident during surveys -0.01 0.19 0.952

Volume of cone-scale pile (m3) < 0.01 0.03 0.951

Index of cached cones 0.02 0.05 0.286

Medium and large mammals Intercept 0.26 0.10 0.013

Squirrel resident during surveys 0.49 0.34 0.043

Volume of cone-scale pile (m3) 0.03 0.03 0.330

Index of cached cones 0.02 0.06 0.797

Birds Intercept 1.92 0.05 < 0.001

Forest density 0.14 0.04 < 0.001

Tree structure 0.05 0.05 0.164

Squirrel resident during surveys 0.12 0.12 0.324

Volume of cone-scale pile (m3) -0.02 0.02 0.300

Index of cached cones 0.03 0.03 0.428

Variables without units are either indicator variables or were standardized for analysis.

doi:10.1371/journal.pone.0123633.t003
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Table 4. Parameter estimates frommodels assessing the importance of resources concentrated by red squirrels and a red squirrel being resident
during surveys to abundance of mammals and birds.

Group Process Parameter Estimate SE P

Peromyscus maniculatus Abundance Intercept 3.14 0.22 < 0.001

Tree structure 0.06 0.04 0.120

Forest floor 0.16 0.04 < 0.001

Squirrel resident during surveys -0.36 0.12 0.002

Volume of cone-scale pile (m3) 0.01 0.02 0.546

Cached cone index 0.08 0.03 0.011

Detection Initial capture probability -2.07 0.29 < 0.001

Recapture probability -1.31 0.07 < 0.001

Precipitation (mm) -17.24 7.21 0.017

Tamias dorsalis Abundance Intercept 2.37 0.17 < 0.001

Forest density 0.17 0.06 0.006

Midden 0.23 0.16 0.144

Squirrel resident during surveys -0.74 0.17 < 0.001

Volume of cone-scale pile (m3) 0.04 0.03 0.137

Cached cone index 0.11 0.04 0.013

Detection Intercept -2.46 0.14 < 0.001

Precipitation (mm) 0.90 0.36 0.014

Catharus guttatus Abundance Intercept 0.87 0.14 < 0.001

Forest density 0.17 0.09 0.052

Squirrel resident during surveys 0.66 0.26 0.010

Volume of cone-scale pile (m3) -0.12 0.11 0.257

Index of cached cones 0.00 0.07 0.996

Detection Intercept 4.21 0.65 < 0.001

Scale 2.00 6.99 0.775

Cyanocitta stelleri Abundance Intercept -0.97 0.37 0.009

Tree structure 0.81 0.30 0.007

Squirrel resident during surveys -0.28 0.70 0.689

Volume of cone-scale pile (m3) 0.27 0.32 0.385

Index of cached cones 0.06 0.19 0.749

Detection Intercept 4.08 0.35 < 0.001

Low temperature -0.10 0.08 0.196

Scale 3.90 26.4 0.882

Junco phaeonotus Abundance Intercept 4.06 0.10 0.000

Squirrel resident during surveys -0.13 0.22 0.555

Volume of cone-scale pile (m3) -0.02 0.08 0.853

Index of cached cones -0.05 0.06 0.405

Detection Intercept 2.72 0.03 0.000

Turdus migratorius Abundance Intercept 0.36 0.21 0.081

Squirrel resident during surveys 1.19 0.47 0.011

Volume of cone-scale pile (m3) -0.48 0.19 0.011

Index of cached cones -0.12 0.13 0.341

Detection Intercept 3.99 0.10 0.000

Precipitation (mm) -3.78 1.57 0.016

Scale 2.10 0.64 0.001

Parameter estimates and standard errors for models of abundance of mammals observed at > 90% of sites and ground foraging birds. Variables without

units are either indicator variables or were standardized for analysis.

doi:10.1371/journal.pone.0123633.t004
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Effects of red squirrels on species abundances
Resources concentrated by red squirrels had their largest effects at the population scale for a
number of common small mammals and birds. We detected P.maniculatus at all locations and
T. dorsalis at all but six locations. These species are generalists, and their diet may include seeds
of conifers, shrubs, grasses and forbs as well as insects, snails, fungi, bones, leaves or bark [29].
Abundances of P.maniculatus and T. dorsalis were associated positively with food resources at
middens. P.maniculatus live and nest in logs and under debris piles [29], which may result in
an association of P.maniculatus with the food resources of the midden cone-scale pile. This is
supported by photographs of these species on the cone-scale pile, including images of T. dorsa-
lis holding conifer cones that may have been taken from the midden. T. dorsalis also tunnels
and creates dens and nests in many substrates [50], which may be facilitated by the microcli-
mate and structure of the cone-scale pile.

Abundances of T.migratorius and C. guttatus were associated positively with a red squirrel
being resident during surveys. Ground-foraging birds were the only birds that we detected with
cameras at the cone-scale pile. The diet of these birds is composed primarily of seeds and inver-
tebrates [39], which may be higher with a resident red squirrel dropping seeds while feeding
[24], and might explain detections of these birds on the surface of the cone-scale pile.

Conclusions
By producing a midden, red squirrels modify the distribution of resources and influence local
forest structure and microclimate in ways that can persist for decades when occupied serially
by residents [24, 33]. Although red squirrel middens support higher levels of vertebrate diversi-
ty and activity, most of their effect is due to vegetation characteristics associated with sites se-
lected for construction of middens [19, 20]. Middens provide a visible structure that indicates
the availability of resources that we found to be associated with increased occurrence and abun-
dance of numerous other species. Knowledge of the important function of middens in influenc-
ing patterns in animal diversity, and potentially larderhoards of other species [15], is critical to
our understanding of ecosystem function.

Although species richness did not increase directly as a result of red squirrel middens for all
taxa, our finding that red squirrels are associated with high levels of mammal and bird diversity
due to a common affinity for key forest characteristics is important. Middens serve as conspic-
uous indicators of diversity in forests. The Mt. Graham red squirrel persists at the southern-
most extent of the distribution of red squirrels [29], an area with warmer, drier forests than in
much of the rest of the species range. At the southern end of the range, forest disturbances,
such as loss of canopy cover from insect infestations or fire, which are likely to become more
frequent with climate change [4], threaten to alter midden microclimate to the detriment of
food storage [22]. With predicted global change creating warmer, drier climates, and threaten-
ing montane diversity [51], such challenges in southern forests may portend the future of forest
communities at northern latitudes.

Our results suggest that although red squirrels are associated with increased species richness
their primary impact occurs at the population scale for several common species. Abundance
can be influenced through multiple pathways, including indirect facilitation as has been ob-
served in kangaroo rats [9, 52]. Although mechanisms for these processes are unknown, the in-
fluence of red squirrels on multiple dominant species within the forest suggests a subtle impact
with potential links to pathways of influence observed in many ecosystem engineers [6, 53]. In-
creased knowledge of the interaction strength between other ecosystem modifiers or larder-
hoarders and their environments may help to inform decisions related to forest management
and restoration and offer insight on the conservation value of these species.

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 11 / 14



Supporting Information
S1 Dataset. Data used in analyses.
(XLSX)

Acknowledgments
We thankW. M. Block, United States Department of Agriculture Forest Service and the Arizona
Agriculture Experiment Stations for supporting this research and R. W. Mannan for suggestions
and contributions throughout the project. M. Altemus, H. Chen, T. Crimmins, J. Derbridge,
K. Gerst, R. Jessen, J. Kellerman, A. Kilanowski, M. Merrick, and A. Rosemartin provided
comments on earlier drafts. S. Barnett, A. Grajal-Puche, V. Greer, M. Merrick, B. Raschke,
V. Roundtree, S. Snedecker, A. Williams and especially L. McHugh assisted in the field.
M. Borgstrom provided statistical advice. Field efforts were conducted under permits graciously
provided by the United States Department of Agriculture Forest Service’s Coronado National
Forest, Arizona Game and Fish Department, and United States Fish andWildlife Service.

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

References
1. Power M, Tilman D, Estes J, Menge B. Challenges in the quest for keystones. Bioscience. 1996; 46:

609–620.

2. Cardinale BJ, Srivastava DS, Duffy JE, Wright JP, Downing A, Sankaran M, et al. Effects of biodiversity
on the functioning of trophic groups and ecosystems. Nature. 2006; 443: 989–92. PMID: 17066035

3. Kotliar NB. Application of the new keystone-species concept to prairie dogs: how well does it work?
Conserv Biol. 2000; 14: 1715–1721.

4. Parmesan C. Ecological and evolutionary responses to recent climate change. Annu Rev Ecol Syst.
2006; 37: 637–669.

5. Paine RT. A note on trophic complexity and community stability. The Am Nat. 1969; 103: 91–93.

6. Mills LS, Soulé ME, Doak DF. The keystone-species concept in ecology and conservation. Bioscience.
1993; 43: 219–224.

7. Naiman RJ, Melillo JM, Hobbie JE. Ecosystem alteration of boreal forest streams by beaver (Castor
canadensis). Ecology. 1986; 67: 1254–1269.

8. Kotliar NB, Baker BW, Whicker AD, Plumb G. A critical review of assumptions about the prairie dog as
a keystone species. Environ Manage. 1999; 24: 177–192. PMID: 10384028

9. Prugh LR, Brashares JS. Partitioning the effects of an ecosystem engineer: kangaroo rats control com-
munity structure via multiple pathways. J Anim Ecol. 2012; 81: 667–78. doi: 10.1111/j.1365-2656.2011.
01930.x PMID: 22098534

10. Estes JA, Palmisano JF. Sea otters: their role in structuring nearshore communities. Science. 1974;
185: 1058–1060. PMID: 17738247

11. Knapp AK, Blair JM, Briggs JM, Collins SL. The keystone role of bison in North American tallgrass prai-
rie. Bioscience. 1999; 49: 39–50.

12. Jones C, Lawton J, Shachak M. Organisms as ecosystem engineers. Oikos. 1994; 69: 373–386.

13. Platt WJ. The colonization and formation of equilibrium plant apecies associations on badger distur-
bances in a tall-grass prairie. Ecol Monogr. 1975; 45: 285–305.

14. Whitford WG, Steinberger Y. Pack rats (Neotoma spp.): Keystone ecological engineers? J Arid Envi-
ron. 2010; 74: 1450–1455.

15. Vander Wall SB. Food hoarding in animals. Chicago, IL: The University of Chicago Press; 1990.
PMID: 17818287

16. Steele MA. Tamiasciurus hudsonicus. Mammal Species. 1998; 586: 1–9.

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 12 / 14

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0123633.s001
http://www.ncbi.nlm.nih.gov/pubmed/17066035
http://www.ncbi.nlm.nih.gov/pubmed/10384028
http://dx.doi.org/10.1111/j.1365-2656.2011.01930.x
http://dx.doi.org/10.1111/j.1365-2656.2011.01930.x
http://www.ncbi.nlm.nih.gov/pubmed/22098534
http://www.ncbi.nlm.nih.gov/pubmed/17738247
http://www.ncbi.nlm.nih.gov/pubmed/17818287


17. Gurnell J. The natural history of squirrels. London: Christopher Helm; 1987.

18. Gurnell J. Home range, territoriality, caching behaviour and food supply of the red squirrel (Tamias-
ciurus hudsonicus fremonti) in a subalpine lodgepole pine forest. Anim Behav. 1984; 32: 1119–1131.

19. Merrick MJ, Bertelsen SR, Koprowski JL. Characteristics of Mount Graham red squirrel nest sites in a
mixed conifer forest. J Wildlife Manage. 2007; 71: 1958–1963.

20. Smith AA, Mannan RW. Distinguishing characteristics of Mount Graham red squirrel midden sites.
J Wildlife Manage. 1994; 58: 437–445.

21. Fitzpatrick LA, Froehlich GF, Johnson TB, Smith RA, Spicer RB. Mount Graham red squirrel recovery
plan. U.S. Fish &Wildlife Service; 1993.

22. Zugmeyer CA, Koprowski JL. Habitat selection is unaltered after severe insect infestation: concerns for
forest-dependent species. J Mammal. 2009; 90: 175–182.

23. Patton DR, Vahle JR. Cache and nest characteristics of the red squirrel in an Arizona mixed-coniferous
forest. West J Appl For. 1986; 1: 48–51.

24. Finley RB. Cone caches and middens of Tamiasciurus in the Rocky Mountain region. Misc. Publ. Uni-
versity of Kansas Museum Natural History. 1969; 51: 233–273.

25. Edelman AJ, Koprowski JL, Edelman JL. Kleptoparasitic behavior and species richness at Mt. Graham
red squirrel middens. USDA Forest Service Proceedings. 2005; RMRS-P-36: 395–398.

26. Pearson DE, Ruggiero LF. Test of the prey-base hypothesis to explain use of red squirrel midden sites
by American martens. Can J Zool. 2001; 79: 1372–1379.

27. Sherburne SS. Squirrel middens influence marten (Martes americana) use of subnivean access points.
AmMidl Nat. 1993; 129: 204–207.

28. Mattson DJ, Reinhart DP. Excavation of red squirrel middens by grizzly bears in the whitebark pine
zone. J Appl Ecol. 1997; 34: 926–940.

29. Hoffmeister DF. Mammals of Arizona. Tucson, AZ: University of Arizona Press; 1986.

30. Fauteux D, Imbeau L, Drapeau P, Mazerolle MJ. Small mammal responses to coarse woody debris dis-
tribution at different spatial scales in managed and unmanaged boreal forests. Forest Ecol Manag.
2012; 266: 194–205.

31. Lee SD. Population dynamics and demography of deermice (Peromyscus maniculatus) in heteroge-
neous habitat: role of coarse woody debris. Pol J Ecol. 2004; 52: 55–62.

32. Amaranthus M, Trappe JM, Bednar L, Arthur D. Hypogeous fungal production in mature Douglas-fir for-
est fragments and surrounding plantations and its relation to coarse woody debris and animal mycoph-
agy. Can J Forest Res. 1994; 24: 2157–2165.

33. Sanderson HR, Koprowski JL. The last refuge of the Mt. Graham red squirrel. Tucson, AZ: University
of Arizona Press; 2009.

34. Lemmon PE. A spherical densiometer for estimating forest overstory density. Forest Sci. 1956; 2:
314–321.

35. Anderson DR, Burnham KP, White GC, Otis DL. Density estimation of small-mammal populations
using a trapping web and distance sampling methods. Ecology. 1983; 64: 674–680.

36. McDiarmid RW, Wilson DE. Data standards. In: Wilson DE, Cole FR, Nichils JD, Rudran R, Foster MS,
editors. Measuring and monitoring biological diversity: standard methods for mammals. Washington,
DC: Smithsonian Institution Press; 1996. pp 55–60.

37. Sikes RS, GannonWL. Guidelines of the American Society of Mammalogists for the use of wild mam-
mals in research. J Mammal. 2011; 92: 235–253.

38. Ralph CJ, Geupel GR, Pyle P, Martin TE, DeSante DF. Handbook of field methods for monitoring land-
birds. Albany: U.S. Department of Agriculture, Forest Service, Pacific Southwest Research Station.
Gen. Tech. Rep. PSW-GTR-144; 1993.

39. Elphick C, Dunning JB, Sibley DA. The Sibley guide to bird life & behavior. New York: Alfred A. Knopf;
2001.

40. Hastings KK, SydemanWJ. Population status, seasonal variation in abundance, and long-term popula-
tion trends of Steller sea lions (Eumetopias jubatus) at the South Farallon Islands, California. Fish
B-NOAA. 2002; 100: 51–62.

41. Ramsey FL, Schafer DW. The statistical sleuth: a course in methods of data analysis. Belmont:
Brooks/Cole; 2002.

42. Fiske IJ, Chandler RB. unmarked: an R package for fitting hierarchical models of wildlife occurrence
and abundance. J Stat Softw. 2011; 43: 1–23. PMID: 22003319

43. Cottee-Jones HEW,Whittaker RJ. The keystone species concept: a critical appraisal. Front Biogeogr.
2012; 4: 117–127.

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 13 / 14

http://www.ncbi.nlm.nih.gov/pubmed/22003319


44. Schauffert CA, Koprowski JL, Greer VL, Alanen MI, Hutton KA, Young PA. Interactions between preda-
tors and Mt. Graham red squirrels (Tamiasciurus hudsonicus grahamensis). Southwest Nat. 2002; 47:
498–501.

45. Kendall KC. Use of pine nuts by grizzly and black bears in the Yellowstone area. Int C Bear. 1983; 5:
166–173.

46. Buskirk SW. Seasonal use of resting sites by marten in south-central Alaska. J Wildlife Manage. 1984;
48: 950–953.

47. Koprowski JL, King SRB, Merrick MJ. Expanded home ranges in a peripheral population: space use by
endangered Mt. Graham red squirrels. Endangered Species Res. 2008; 3: 227–232.

48. Azeria ET, Fortin D, Lemaître J, Janssen P, Hébert C, Darveau M, et al. Fine-scale structure and cross-
taxon congruence of bird and beetle assemblages in an old-growth boreal forest mosaic. Global Ecol
Biogeogr. 2009; 18: 333–345.

49. Carey AB, Johnson ML. Small mammals in managed, naturally young, and old-growth forests. Ecol
Appl. 1995; 5: 336–352.

50. Hart EB. Tamias dorsalis. Mammalian Species. 1992; 399: 1–6.

51. McCain CM, Colwell RK. Assessing the threat to montane biodiversity from discordant shifts in temper-
ature and precipitation in a changing climate. Ecol Lett. 2011; 14: 1236–45. doi: 10.1111/j.1461-0248.
2011.01695.x PMID: 21981631

52. Edelman AJ. Positive interactions between desert granivores: localized facilitation of harvester ants by
kangaroo rats. PLOSONE. 2012; doi: 10.1371/journal.pone.0030914

53. Romero GQ, Gonçalves-Souza T, Vieira C, Koricheva J. Ecosystem engineering effects on species di-
versity across ecosystems: a meta-analysis. Biol Rev. 2014. doi: 10.1111/brv.12138

Influence of Red Squirrel Middens on Abundance of Vertebrates

PLOS ONE | DOI:10.1371/journal.pone.0123633 April 29, 2015 14 / 14

http://dx.doi.org/10.1111/j.1461-0248.2011.01695.x
http://dx.doi.org/10.1111/j.1461-0248.2011.01695.x
http://www.ncbi.nlm.nih.gov/pubmed/21981631
http://dx.doi.org/10.1371/journal.pone.0030914
http://dx.doi.org/10.1111/brv.12138

