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Fire-mediated patterns of habitat use by male moose
(Alces alces) in Alaska
C.L. Brown, K. Kielland, E.S. Euskirchen, T.J. Brinkman, R.W. Ruess, and K.A. Kellie

Abstract: Fire severity is an important control over regeneration of deciduous species and can influence the overall quality of
habitat for herbivores, such as moose (Alces alces (Linnaeus, 1758)), but the relationships between availability and duration of
biomass production and moose habitat use are largely unknown. We evaluate the relative influence of a regenerating burn,
paying particular attention to fire severity, on winter forage production and duration, offtake, nutritional quality, and seasonal
moose habitat use. We used data from 14 GPS collared male moose in the 20-year-old Hajdukovich Creek Burn (HCB) in interior
Alaska, USA, to generate seasonal dynamic Brownian bridge movement models. Within HCB, moose selected for low-severity
sites more than high- and moderate-severity sites during the winter. Over the past decade, willow (species of the genus Salix L.)
biomass production in low-severity sites has doubled and is likely influencing winter habitat selection patterns. In summer,
moose selected for high-severity sites where there is a more abundant understory layer (e.g., stem densities) providing both
forage and cover. The initial pulse of biomass production in high-severity sites, as well as the delay in growth and maturation of
vegetation in low-severity sites, indicate that differing distributions of wildfire severity can create a dynamic mosaic of habitat
patches that may extend the value of burns over time for moose.

Key words: biomass, space use, landscape heterogeneity, fire severity, nutritional quality, moose, Alces alces.

Résumé : Si l’intensité des incendies est un important facteur de contrôle de la régénération des espèces à feuilles caduques et
peut influencer la qualité globale des habitats d’herbivores, comme l’orignal (Alces alces (Linnaeus, 1758)), les relations entre la
disponibilité et la durée de la production de biomasse et l’utilisation d’habitats par les orignaux demeurent méconnues. Nous
évaluons l’influence relative d’un brûlage de régénération en portant une attention particulière à l’intensité du brûlage, à la
production et la durée de la nourriture hivernale, au retrait, à la qualité nutritive et à l’utilisation saisonnière d’habitats par les
orignaux. Nous avons utilisé des données provenant de 14 orignaux mâles dotés de colliers GPS dans le brûlis de Hajdukovich
Creek (HCB), dans l’intérieur de l’Alaska (États-Unis), pour produire des modèles de dynamique saisonnière des déplacements par
ponts browniens. Dans le HCB, les orignaux préféraient les sites de faible intensité aux sites d’intensité élevée ou modérée durant
l’hiver. Au cours de la dernière décennie, la production de biomasse de saules (espèces du genre Salix L.) dans les sites de faible
intensité a doublé et influence vraisemblablement les motifs de sélection d’habitats hivernaux. L’été, les orignaux choisissaient
des sites de forte intensité où la couche du sous-étage est plus abondante (p. ex. densité de tiges), offrant à la fois nourriture et
couvert. La pointe initiale de production de biomasse dans les sites de forte intensité et la croissance et la maturation retardées
de la végétation dans les sites de faible intensité indiquent que différentes répartitions de l’intensité des feux d’origine naturelle
peuvent créer une mosaïque dynamique de parcelles d’habitat qui peut faire en sorte que la valeur des brûlages pour les orignaux
se prolonge dans le temps. [Traduit par la Rédaction]

Mots-clés : biomasse, utilisation de l’espace, hétérogénéité du paysage, intensité du feu, qualité nutritive, orignal, Alces alces.

Introduction
Wildfire is the most common ecological disturbance and source

of large-scale spatial heterogeneity in the Alaskan boreal forest,
burning, on average, 1–2 million acres per year (Chapin et al.
2008). Spatial heterogeneity of landscapes can have important
effects on wildlife by influencing patch size and shape, as well as
the composition and distribution of habitat types (Turner 1989; Li
and Reynolds 1994). These changing habitat characteristics can
influence predator–prey interactions (Pierce et al. 2000; Kauffman
et al. 2007), population dynamics (Dempster and Pollard 1986),
community structure (Pacala and Roughgarden 1982), and animal
movement and distribution (Kie et al. 2002; Boyce et al. 2003). In
forest-dominated landscapes, disturbances such as fire produce

spatial heterogeneity by creating new patches of early succes-
sional habitat within the forest matrix (McCarthy 2001). A fire-
mediated shift to deciduous-dominated species could affect a
broad suite of ecosystem processes, including the production of
important forage and cover species that are known to influence
habitat-use patterns for boreal herbivores such as moose (Alces
alces (Linnaeus, 1758)).

Black spruce (Picea mariana (Mill.) Britton, Sterns & Poggenb.)
forests are the most common forest type in interior Alaska. These
forests typically follow a post-fire successional trajectory of self-
replacement where the dominant pre-fire stand replaces itself
within the first two decades after low-severity fires (Van Cleve and
Viereck 1981). However, recent studies in interior Alaska and Can-
ada have shown that fire severity, in particular, is an important
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driver for post-fire succession in boreal forests (Johnstone et al.
2010, 2011). High-severity fires (i.e., those that burn through the
organic soil layer exposing the mineral soil) are favorable for
seeding deciduous shrubs and trees (Johnstone and Chapin 2006;
Brown et al. 2015). Additionally, the recruitment and establish-
ment of deciduous species in high-severity patches persists for
several decades post fire shifting the composition from black
spruce to hardwood-dominated forests (Shenoy et al. 2011). Fire
severity is also linked to an increase in fire extent across Alaska
(Duffy et al. 2007). Thus, fire severity can alter the spatial hetero-
geneity within boreal forests by influencing the composition, age
structure, and size of habitat patches.

The effects of fire severity on spatial heterogeneity manifested
in the distribution of forest cover and vegetation in early succes-
sional patches may be a key variable influencing habitat use by
moose (Lord and Kielland 2015). Throughout the year, moose must
balance the costs and benefits associated with accessing forage
and finding cover against predation and weather conditions
(Dussault et al. 2005). The effects of fire severity on woody biomass
production are especially important during winter when moose
maintain a neutral to negative energy balance (Schwartz et al.
1988). For example, past biomass surveys in our study area found
that an increase in winter forage production in high-severity sites
was accompanied by a 49% proportional offtake rate (Lord and
Kielland 2015). Therefore, burned areas could represent habitat
mosaics of productive forage patches dispersed within areas of
continuous cover. It remains unknown, however, whether moose
select for high-severity habitat patches in relation to low- or
moderate-severity patches or other unburned features (e.g., ripar-
ian habitat) that may occur within their range.

Despite recent research on the effects of fire severity on forest
recruitment (Johnstone and Kasischke 2005; Shenoy et al. 2011),
the duration of post-fire browse availability for moose is less un-
derstood. Additionally, browse quality of selected diets by ungu-
lates may also differ between habitats that are burned and
unburned (Hobbs and Spowart 1984; Blair 1997; Van de Vijver et al.
1999). However, the effects of fire severity on within-species nu-
tritional quality are unknown. Low-severity sites have been char-
acterized by cool (�8 °C), moist soils that are generally less
productive, whereas high-severity sites have warmer (�10 °C), dry
soils that are more productive (Shenoy et al. 2013). Nitrogen, in
particular, is a limiting nutrient to plant growth in boreal regions
(Bryant et al. 1983) and dietary nitrogen can act as a nutritional
constraint for moose in these environments (McArt et al. 2009). If
wildfire severity does have significant impacts on forage quality,
then these differences will be important during the winter when
forage quality is at its lowest point and moose are typically in a
negative energy or protein balance (Oldemeyer et al. 1977).

The objective of this research was to evaluate the influence of a
regenerating burn compared with other habitat features on sea-
sonal (winter and summer) male moose habitat use. Additionally,
we examined if fire severity influenced the use of habitat patches
within individual winter core use areas (i.e., 40% use area), and
performed winter browse assessment surveys to assess forage pro-
duction, offtake, and nutritional quality (e.g., protein precipita-
tion capacity (PPC), digestible protein (DP), acid detergent fiber
(ADF), and neutral detergent fiber (NDF)) at high- and low-severity
sites within a regenerating burn. We used GPS telemetry data
from 14 male moose to examine how the regenerating burn af-
fected habitat-use patterns. To examine the difference in biomass
production and offtake overtime, we compared our estimates
with previous research that used the same sites and methods.

Materials and methods

Study area
Research was conducted approximately 40 km southeast of

Delta Junction, Alaska, USA (63°50=N, 145°40=W), in game manage-
ment unit (GMU) 20D. We defined the study-area boundary by
mapping the winter locations from 14 GPS-collared male moose
over 2 years (2013–2014) and created a minimum convex polygon.
The study area is characterized by deciduous and needle-leaf can-
opy forest, agricultural fields near Delta Junction, and subalpine
shrub communities. Within the study area, the 1994 Hajdukovich
Creek Burn (HCB) affected 89 km2 of black spruce forest in a flat
glacial outwash plain north of the Alaska Range. Soils in the HCB
consist predominantly of silt loam overlying sand and gravel de-
posits, with some areas having a layer of stream-deposited cobble
on top of the silt (Johnstone and Kasischke 2005). The climate is
continental and mean annual precipitation is approximately
28.6 cm, most of which is received as rain during May to September.
Winter temperatures during our study ranged from –10 to –42 °C
(daily mean (±SE) = –14.5 ± 1.3 °C), whereas summer temperatures
ranged from 0 to 30 °C (daily mean (±SE) = 12.3 ± 2.1 °C) (C.L.,
Brown, unpublished data, 2014). Mean (±SE) snow depth during
winter months was 0.43 ± 0.01 m and did not differ significantly
between stands with different fire severities (p = 0.97; C.L. Brown,
unpublished data). Predators in the study area included wolves
(Canis lupus Linnaeus, 1758), brown bears (Ursus arctos Linnaeus,
1758), and black bears (Ursus americanus Pallas, 1780). Proximity to
human development, habitat manipulation (e.g., agriculture), and
accessible road and trails for trapping and hunting in the region
limits local predator densities (Boertje et al. 2010) and the role of
predation is likely less important compared with other areas in
the state that have low-density moose populations (Gasaway et al.
1992).

Fire severity and habitat classification
During June–September 1994, the fire burned approximately

8900 ha of predominantly mature black spruce stands with few
mixed stands of quaking aspen (Populus tremuloides Michx.)
(Michalek et al. 2000; Johnstone and Kasischke 2005). Vegetation
composition in high-severity patches is dominated by deciduous
trees and shrubs, such as willows (Scouler’s willow (Salix scouleriana
Barratt ex Hook.), gray willow (Salix bebbiana Sarg.), grayleaf wil-
low (Salix glauca L.)), quaking aspen, or Alaska birch (Betula
neoalaskana Sarg.), whereas low-severity patches are primarily
composed of black spruce, willows, and few quaking aspen and
Alaska birch (Shenoy et al. 2011). In 1996, fire-severity classes were
determined using post-fire satellite imagery and later validated
with field measurements of soil organic matter combustion
(Michalek et al. 2000). In total, 61% of the HCB burn was classified
as low severity, 6% as moderate severity, and 33% as high severity
(Fig. 1).

We merged 2001 National Land Cover Data (NLCD) with the HCB
perimeter (Michalek et al. 2000) to produce a map of relevant
habitat types for the study area. We reclassified habitat types into
seven primary habitat classes: evergreen forest, deciduous forest,
shrubs, mixed forest, open water, agriculture, and burn. The burn
class represented areas within the HCB perimeter, whereas the
evergreen forest, deciduous forest, shrubs, mixed forest, open
water, and agriculture classes were all unburned habitat types
outside of the HCB. We validated our reclassified NLCD layer with
243 point locations that were ground-truthed outside the HCB
within the GMU 20D (Salcha-Delta Soil and Water Conservation
District 2012, 2014). We found that 88% of the ground-truthed
locations outside the HCB were classified accurately by our NLCD
habitat layer.

In addition, we used a recent habitat layer to examine the dom-
inant forest types found within the HCB. This layer was ground-
truthed in 2013 using 88 point locations. We reclassified
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vegetation types to consist of black spruce – willows, coniferous
(black spruce and white spruce (Picea glauca (Moench) Voss)), de-
ciduous (quaking aspen, Alaska birch, willows), shrub (low-lying
willows and dwarf birch (Betula nana L.)), agriculture, mixed (de-
ciduous and coniferous species), and open water. We found that
86% of the ground-truthed locations within the HCB were classi-
fied accurately. We intersected these habitat layers in Geospatial
Modeling Environment (Beyer 2012) to calculate the proportion of
vegetation types within each fire-severity class (Fig. 2).

Biomass production and quality
To estimate forage composition within fire-severity classes, we

used 16 pre-established sites (Johnstone and Kasischke 2005; Lord
2008; Shenoy et al. 2011) (low: n = 6; high: n = 10) for browse
assessment surveys. The sites were distributed along the trail sys-
tem within the burn scar and accessed via snowmobile in March
2013. We did not include data from moderate-severity sites due to
low sample size (n = 3) and the fact that a small percentage of the

burn was classified as moderate severity (4%). At each site, we
established one 30 m diameter circular plot and randomly se-
lected three plants of each forage species within each plot. We
defined forage species as willows, quaking aspen, or Alaska birch
that were of foraging height for moose (0.5–3 m; Peek et al. 1976;
Risenhoover 1989). Whereas willows were identified to species in
the field, they were grouped into Salix spp. (or willows) for the
final analysis. For each plant, we recorded species and height and
visually estimated percent dead of woody stems by volume and
architecture class. Plant-architecture classes were categorized as
the percentage of the current growth by volume of the plant
arising from lateral branching that was due to moose herbivory,
defined as unbrowsed (no evidence of browsing prior to the cur-
rent year), browsed (<50% of current annual growth (CAG) stems
arose from lateral stems that were produced as a result of past
browsing), and broomed (<50% of CAG twigs arose as lateral stems
produced as a result of past browsing) (Seaton et al. 2011). Stem

Fig. 1. Fire severity map of the Hajdukovich Creek Burn (HCB) in interior Alaska, USA, with 2013 winter core areas. The HCB is located 40 km
southeast of Delta Junction, Alaska. Individual winter core areas (colored pixels in the online version; gray pixels in print) from 2013 were
overlaid on the fire severity map (Michalek et al. 2000) to characterize space use. There were some areas within the fire perimeter that did not
burn, as depicted by the white areas on the map.
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densities can be used to estimate the abundance of forage species
and to estimate cover for moose (i.e., depending on age class and
degree of browsing, high numbers of stems·m–2 is equivalent to
thicker cover; Dussault et al. 2005). To estimate stem densities
(m2), we divided 30 m diameter plots into quadrants, counted the
number of stems of all forage species and nonforage species above
0.5 m in each quadrant, summed the total number of forage and
nonforage species per plot, and divided this sum by the area of the
plot.

Additionally, we estimated biomass production and browse off-
take at each site following techniques from Seaton et al. (2011). We
measured production and offtake from the same three plants that
were used to assess percent dead by volume and plant architec-
ture. For each plant, we recorded the diameter of the base of CAG
for 10 twigs per plant, as well as the diameter at the point of
browsing (DPB) if twigs were browsed. When necessary, more

than three plants were sampled until 30 twigs per species or all of
the twigs available in the plot were measured. Total twig densities
were then estimated for each plant sampled.

Biomass was calculated using the estimated dry mass from
mass–diameter regression equations. The formula used for esti-
mating biomass production and offtake was

(1) B̂k � �
Mjk

mjk
�

Nijk

nijk
�Zhijk

where B is the site estimate of offtake or production biomass in
grams. Twigs are denoted by h, plants by i, species by j, and the
sites by k. M and m are the total and sampled plants in each plot,
respectively, whereas N and n are the total and sampled twigs,
respectively. Individual twig biomass is represented by z (Seaton

Fig. 2. Map of spatially reclassified habitat types in the Hajdukovich Creek Burn (HCB) in interior Alaska, USA: agriculture, black spruce (Picea
mariana) – willows (Salix spp.), coniferous (black spruce – white spruce (Picea glauca)), deciduous (quaking aspen (Populus tremuloides), Alaska
birch (Betula neoalaskana), willows), mixed (coniferous and deciduous species), open water, shrub (low-lying willows and dwarf birch (Betula
nana)), and tundra.
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et al. 2011). We used a program developed in R version 2.14.1
(R Core Team 2016) by the Alaska Department of Fish and Game
using plot counts, twig diameters, diameter–biomass pairs,
and dry mass conversions to estimate production and offtake
(kg·ha–1·year–1) (Paragi et al. 2008). Proportional removal was cal-
culated by dividing the estimated offtake by moose by the bio-
mass produced at each site. All models were checked to ensure
that they met basic assumptions of normality (Shapiro–Wilk test)
and homogeneity of variance (Levene’s test). To test differences
between high- and low-severity sites among stem densities, bio-
mass, and offtake estimates, we used Tukey’s adjustment for
pairwise comparisons. To examine the duration of biomass pro-
duction in high- and low-severity sites, we compared our results
(2013) to a previous study that used the same browse survey meth-
ods (Lord 2008) and used the same sites to estimate biomass pro-
duction and offtake. To test for differences between years (2007,
2013), we used Wilcoxon signed rank tests. Values are reported as
mean ± SE.

Additionally, at 4 of the 16 pre-established sites, we randomly
sampled twigs from 4 to 5 individual plants of the following species:
gray willow, quaking aspen, and Alaska birch. All twig samples
were within the defined foraging height for moose. Samples were
kept frozen until they were freeze-dried in the laboratory. Freeze-
dried twig samples were ground in a Wiley mill over a 20 mesh
(1 mm) screen and stored in airtight containers prior to chemical
analysis. Nitrogen concentrations (N) were analyzed on a Truspec
C-N Analyzer. Tannin–PPC was determined with bovine serum
albumin using the method of Martin and Martin (1983). Sequential
fiber analysis was conducted on all forages according to the meth-
ods of Van Soest et al. (1991) yielding NDF and ADF. All results are
reported on a dry matter basis. Finally, digestible protein concen-
tration was calculated using the equation of Robbins et al. (1987):

(2) DP � �3.97 � 0.9283 × CP � 11.82 × PPC

where DP is digestible protein as a percentage of dry matter, CP is
crude protein as a percentage of dry matter (6.25 × N concentration),
and PPC is protein precipitation capacity (mg·g–1). We analyzed
our data with a linear mixed model in the lme4 package in
R version 2.14.1 (R Core Team 2016) with plant species (gray willow,
quaking aspen, Alaska birch), fire-severity category (high vs. low),
and plant species × severity as explanatory variables. We added
site ID as a random factor to account for within-site dependency
among the observations. The dependent variables were PPC, DP,
ADF, and NDF. We fit models with Gaussian error distribution and
the significance of effects were assessed by Wald tests (� = 0.05).

Estimating core use areas
In October 2012, 15 adult male moose were captured in the HCB

by darting from helicopter. All moose captures were carried out
with approval from the Alaska Department of Fish and Game
Institutional Animal Care Use and Committee (No. 2012-033). We
fitted the captured moose with GPS radio collars (TDW-4780, Te-
lonics, Mesa, Arizona, USA) equipped with ARGOS connectivity.
Collars were programmed to collect one location every hour from
16 August to 15 October, and once every 2 h for the rest of the year.
The increased rate of GPS fixes during late summer was for an
additional research question not addressed here. Location data
(n = 220 000) were downloaded weekly from October 2012 to
November 2014. One moose died in December 2012 and was ex-
cluded from all analyses. Two additional mortalities occurred in
spring 2013 and these two moose were only included in the winter
2012 analysis. Prior to data analysis, GPS locations were screened
to ensure all erroneous locations were removed.

We used dynamic Brownian bridge movement models (dBBMM;
Kranstauber et al. 2012) to estimate the utilization distribution
(UD) for each individual moose based on movement data collected

from the GPS collars (Fig. 3). The UD is a probability density func-
tion that quantifies an individual’s relative use of space (Kernohan
et al. 2001). The UDs were calculated for the winter (1 November –
1 April) and summer (1 May – 1 September) seasons. These dates
correspond with observed weather and habitat conditions (e.g.,
snow, temperatures, annual leaf out) associated with seasonal
behavioral states (Hjeljord et al. 1990; Ball et al. 2001; van Beest
et al. 2012). Brownian bridge movement models (BBMM) are
continuous-time stochastic movement models that predict the
probability of occurrence by incorporating the distance and
elapsed time between consecutive locations, the location error,
and an estimate of the animal’s mobility, referred to as the Brown-
ian motion variance (�m

2 ; Horne et al. 2007). The BBMM assumes a
constant �m

2 along the entire movement path. However, animal move-
ment is often composed of a series of behaviorally unique movements
that change over time (e.g., diurnal versus nocturnal movement
patterns). Moose movement, in particular, can change daily from
foraging, bedded, or traveling behaviors (Moen et al. 1996) and
seasonally during rut (Miquelle 1990). Therefore, we used the
dBBMM, which allows �m

2 to vary along a path corresponding to
changes in the animal’s behavior over time (Kranstauber et al. 2012).
The �m

2 is essentially a mean of multiple �m
2 for each time step

executed via a sliding window. Thus, the dBBMM allows for a more
precise estimate of the UD by introducing changing behavioral
states into the estimate of the �m

2 . Walter et al. (2015) found that
home-range estimators that incorporate a temporal component
(e.g., BBMM and dBBMM) into model estimation typically perform
better than traditional first- and second-generation estimators
(e.g., fixed kernel home range and local convex hull).

We calculated UDs using the Brownian.bridge.dyn function
(move package) in R. Core use areas were defined by isopleths (i.e.,
contours of equal probability) that divided intensively used areas
from peripheral home-range areas (Vander Wal and Rodgers
2012). To calculate core use areas, we fit an exponential regression
to a plot of UD area against UD volume (i.e., isopleth value) and
determined the point at which the slope of the line fitted was
equal to 1 (Vander Wal and Rodgers 2012; Feierabend and Kielland
2014). This point represents a limit where the home-range area
begins to increase at a greater rate than the probability of use and
the corresponding UD volume defines the boundary of the core
area. Core use isopleths ranged between winter (31%–47%, 40% ±
4%) and summer (61%–67%, 64% ± 2%) seasons.

Habitat use
Each pixel within the core use areas was assigned a UD value

denoting the probability that the individual was located within
that pixel during a given period relative to all other pixels within
the core use area. The sum of these probabilities associated with
occurrence in one of the seven types of habitat classified was
equal to the total probability of occurrence within that habitat
type (Marzluff et al. 2004). Habitat consisted of unburned types
(evergreen forest, deciduous forest, shrubs, mixed forest, open
water, agriculture) and burn habitat. We define availability as the
proportion of habitat types within moose core use areas. To esti-
mate selection for a particular habitat type, we divided the total
probability of occurrence by its availability for each individual,
referred to as “concentration of use” (Neatherlin and Marzluff
2004; Bjørneraas et al. 2012). Concentration of use is an index
measuring habitat use relative to its availability. This index is
similar to other use and availability selection coefficients (e.g.,
Manly et al. 2002). However, this approach incorporates variation
of use within habitat types instead of assigning space “used” ver-
sus “unused” (Neatherlin and Marzluff 2004). We then divided the
sum of all UD values associated with a particular habitat by the
availability. We scaled the concentration of use index to a value
between 0 and 1 within each individual core area (Bjørneraas et al.
2012).
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We compared use of the HCB relative to other habitat types (see
below) across seasonal core use areas by defining availability as
the proportion of habitat types inside the 40% (winter) and 64%
(summer) isopleth boundaries. To test whether moose selected
certain habitats, we compared the concentration of use across all
habitat types among individual core use areas using a linear
mixed model in the lme4 package in R version 2.14.1 (R Core Team
2016). We added moose ID as a random factor to account for
within-site dependency among the observations. We fit models
with a binomial distribution and the significance of effects were
assessed by Wald tests (� = 0.05). Concentration of use values for
all habitat and burn classes were used as the response variables.
We added individual moose as a random factor to account for
within-individual dependency among the observations. Differ-
ences among means were based on mean separations using
Tukey’s honestly significant difference. Statistical significance
was assessed at � = 0.05. Additionally, we compared the concen-
tration of use within the HCB across all fire-severity types among
seasonal individual core use areas. Fire-severity types consisted of
high, moderate, and low severities. We used Michalek et al.’s
(2000) fire-severity classifications for this analysis. Although only

4% of the burn was classified as moderate severity, we included
this classification into the analysis to avoid gaps in concentration
of use values.

Results
Spatial reclassification of dominant vegetation types indicates

that high-severity patches were heavily dominated by the decidu-
ous (71%) class (Fig. 2). Moderate-severity patches were also com-
posed of the deciduous class (75%); however, these areas had a
moderate coniferous (15%) component as well. Low-severity patches
were predominately composed of black spruce – willows (40%) and
shrub (29%) classes.

We estimated 50 UDs across 2 years (26 winter, 24 summer)
from radio-collared moose throughout our study. During the win-
ter season, core area size was 1.2 ± 0.10 km2. In the summer
months, core area size was 6.3 ± 0.40 km2. We found no significant
difference in seasonal core area size among years (winter: F[1,25] =
0.43, p = 0.52; summer: F[1,23] = 1.7, p = 0.20), so data were pooled
across years to analyze seasonal habitat use. Burn habitat was
most abundant during both winter (53% ± 0.08%) and summer

Fig. 3. Concentration of use values and proportional availability for habitat types in the Hajdukovich Creek Burn (HCB) in interior Alaska,
USA. Concentration of use values for (a) winter core areas and (b) summer cores areas. Here, we show mean (±95% confidence interval (CI))
concentration of use for each habitat type within seasonal moose (Alces alces) core use areas (winter: n = 26; summer: n = 24). Concentration of
use is the ratio of an individual’s total likelihood of occurrence in a particular habitat type (volume of utilization distribution associated with
the habitat classification) divided by the total occurrence of that habitat class (availability) in the core area. Because availability can impact
habitat selection, we also present the proportion of habitat types within (c) winter 40% utilization distribution (UD) and (d) summer 64% UD.
The BURN class denotes area within the boundary of the 1994 HCB. Values are means ± 95% CI.
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(66% ± 0.09%) seasons across individual home ranges, followed by
the unburned evergreen and deciduous forest types (Figs. 3c, 3d).

Within winter core areas, moose concentrated their use in
shrub habitats and burn habitat (Fig. 3a). However, selection for
burn habitat was insignificant when compared with deciduous
(F[1,25] = 0.05, p = 0.81), evergreen (F[1,25] = 0.04, p = 0.83), and shrub
(F[1,25] = 0.02, p = 0.87). Concentration of use (i.e., probability of
occurrence of a particular habitat type relative to the availability)
within the burn was significantly greater during the winter for
low-severity patches than moderate-severity patches (F[1,25] = 32,
p ≤ 0.001; Fig. 4) and high-severity patches (F[1,25] = 3.9, p = 0.05).
Within summer core areas, moose showed a slight preference for
shrub and deciduous habitat within core areas (Fig. 3a). Moose
also selected high-severity patches significantly more than low-
severity patches (F[1,23] = 4.4, p = 0.04; Fig. 4) and moderate-severity
patches (F[1,23] = 5.3, p = 0.02).

The total stem density of deciduous browse (willows, quaking
aspen, and Alaska birch) was significantly greater (F[1,15] = 7.75,
p = 0.02) in high-severity sites than in low-severity sites (1.2 ± 0.18 vs.
0.40 ± 0.09 stems·m–2, respectively). High-severity sites also had a
slightly higher, but insignificant (F[1,15] = 0.59, p = 0.45), percentage
of brooming (54% ± 4%) compared with low-severity sites (38% ±
7%). Additionally, high-severity sites had a significantly higher
(F[1,15] = 4.84, p = 0.04) proportion of dead stems by volume (41% ±
0.05%) compared with low-severity sites (15% ± 0.03%).

In 2013, 186 ± 5.7 kg·ha–1·year–1 of browse biomass was produced
across all sites within the burn. High-severity sites produced
252 ± 51 kg·ha–1·year–1, whereas low-severity sites produced 141 ±
33 kg·ha–1·year–1, but this difference was on the borderline of
significant (F[1,15] = 3.2, p = 0.07; Table 1). When examining biomass

production by species, we found that high-severity sites produced
more quaking aspen (132 ± 38 kg·ha–1·year–1; F[1,15] =2.9, p = 0.08)
than low-severity sites (29 ± 15 kg·ha–1·year–1).

From 2007 and 2013, in low-severity sites, biomass production
of willows increased more than twofold (p = 0.05; Table 1). We also
found a significant increase in biomass production (p = 0.01;
Table 1) and a borderline significant increase in offtake (p = 0.07;
Table 1) of Alaska birch in high-severity sites. Willow offtake has
significantly decreased in high-severity sites since 2007 (p = 0.01;
Table 1). The mean proportional removal across all sites declined
from 36% in 2007 (Lord and Kielland 2015) to 24% in 2013. This
decline is especially apparent in high-severity sites where propor-
tional removal has declined �50% between 2007 and 2013.

We analyzed indices of plant nutritional quality (PPC, DP, ADF,
and NDF), and although there were differences among species, we
found no effects of fire severity. We did find a significant severity ×
species interaction for PPC (F[1,2] = 6.29, p = 0.02). Additionally, we
found that differences were for digestible protein in aspen rela-
tive to other browse species due to very low protein precipitation
capacity (Table 2).

Discussion
Our results indicate that a large regenerating burn (HCB) with

varying distributions of wildfire severity can create a dynamic
mosaic of seasonal habitat patches that were broadly used by male
moose 20+ years post burn. We found that the HCB was the most
abundant habitat class across seasonal core use areas. Moreover,
male moose respond to changes in vegetation composition re-
lated to differences in burn severity. During winter, moose se-
lected core use areas within the burn perimeter that had high
availability of willow biomass (i.e., low-severity sites) rather than
for habitats that had the most total available woody browse bio-
mass (i.e., high-severity sites). In summer, however, moose se-
lected for habitat in high-severity patches more than low-severity
patches. The increase in selection for high-severity patches in
summer may be due to cover provided by deciduous tree and
shrub species (as discussed below), as well as greater availability of
forage in the form of foliage. Despite an abundance of burned
habitats in seasonal core areas, concentrations of use for the burn
were not significantly greater than unburned shrub, deciduous,
and evergreen forest classes outside the burn perimeter, suggest-
ing that male moose need resources from a variety of different
habitat attributes and that habitats still have value even if it is

Fig. 4. Seasonal concentration of use values for fire severities. Here,
we show mean (±95% confidence interval (CI)) concentration of use
for each fire-severity type within seasonal moose (Alces alces) core use
areas (winter: n = 26; summer: n = 24). Fire-severity classes were first
determined by post-fire satellite imagery and ground-truthed with
field-based comparisons of the degree of soil organic matter
(Michalek et al. 2000). The NONBURN variable refers to areas within
the burn perimeter that were not consumed by fire. Lowercase
letters represent statistically significant differences among fire
severities for the winter and summer seasons.

Table 1. Comparisons of estimates of biomass production and bio-
mass offtake from 2007 browse assessment surveys (Lord 2008) and
2013 browse assessment surveys in the Hajdukovich Creek Burn in
interior Alaska, USA.

Biomass production
(kg·ha–1·year–1)

Biomass offtake
(kg·ha–1·year–1)

2007 2013 2007 2013

High-severity sites
BENA 4±3 11±6** 1±0.3 4±2*
POTR 77±12 132±38 45±7 26±9
SASP 157±21 126±25 76±10 52±13**
Total 238±36 269±69 122±17.3 82±18

Low-severity sites
BENA 1±0.1 5±3* 0.08±0.02 2±1
POTR 41±25 20±15 6±1 7±4
SASP 55±13 138±65** 10±2 15±5
Total 97±38.1 163±83 17±3.02 24±10

Note: BENA represents Alaska birch (Betula neoalaskana), POTR represents quak-
ing aspen (Populus tremuloides), and SASP represents all willow species (e.g., Scoul-
er’s willow (Salix scouleriana), gray willow (Salix bebbiana), grayleaf willow (Salix
glauca), littletree willow (Salix arbusculoides Andersson)). Values are reported as
mean ± SE. The significance of the Wilcoxon signed rank test is indicated by
asterisks: *, p < 0.10; **, p < 0.05.
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used in proportion to its availability. Others have found that
moose may select a full range of habitat types depending on sea-
sonal nutritional demands (White et al. 2014) and thermoregula-
tory behavior (van Beest et al. 2012; Street et al. 2015).

Although we did not detect significant differences in biomass
production estimates across fire severities, recent trends suggest
that low-severity sites, in particular, have been slower to regener-
ate since time of the fire (Shenoy et al. 2013). We found that willow
biomass production has more than doubled in low-severity burns,
now surpassing willow biomass production in high-severity
patches compared with what it was 10 years ago. Additionally, our
re-classified habitat layer showed that low-severity sites were pre-
dominately composed of willows and black spruce, and male
moose seem to be responding to changing successional conditions
by increased use of these low-severity sites during the winter.
High-severity sites have experienced a slight increase in total bio-
mass production; however, these sites also have high levels of
plant mortality and brooming, which likely results in the reduc-
tion of browse consumption. Additionally, recent research in the
HCB found that aspen in high-severity sites have showed abrupt
growth releases in tree rings (20+ years post burn) and are now,
on average, above moose browse height (>3 m; Conway and
Johnstone 2017). We speculate that forage availability has started
to decline in high-severity sites in the 20+ years after the fire,
whereas production of preferred browse is still increasing in low-
severity sites, as indicated by the large increases in willow produc-
tion. However, low statistical power from small sample sizes
makes our conclusions conservative. Our findings suggest that
low-severity patches may extend male moose use of burns due to
slow regeneration rates of woody deciduous browse, whereas,
high-severity sites are important for moose in the first few de-
cades following a fire event due to a pulse of rapid deciduous
growth (Lord and Kielland 2015).

Although we had expected to find higher browse quality in
browse species in high-severity sites due to the warmer, more
productive soils, we did not find significant differences between
severity classes. The lack of significance could be due to several
factors including the age of the HCB, past browsing history, plant
physiological mechanisms, and a spatially limited sample size.
For example, the increased growth of the deciduous forest canopy
in high-severity sites (Conway and Johnstone 2017) is likely affect-
ing the amount of light reaching the forest floor influencing pho-
tosynthesis and decomposition rates. Additionally, the effects of
past herbivory on plant chemical responses, especially in high-
severity sites, could explain the high concentration of tannins
(Bryant and Kuropat 1980), which reduces the digestion of protein
(Spalinger et al 2010). There could also be seasonal differences
in plant nutritional quality across high- and low-severity sites.

Vartanian (2011) found that wildfires created heterogeneity in for-
age and diet quality, but only during the summer months. We
focused our biomass and nutritional survey efforts during the
winter months, when moose survival is dependent on maintain-
ing a near-neutral energy balance. Therefore, in the future, we
recommend quality measurements in high- and low-severity sites
throughout the year and as a burn regenerates overtime. Although
high-severity sites produced more aspen, male moose were still se-
lecting low-severity sites characterized by willows, which had the
lowest digestible protein.

The seasonal shift of habitat-use patterns within the burn also
suggests that patches of different fire severity can offer distinct
resources depending on the time of year. During summer, male
moose select for high-severity sites over low-severity sites. Despite
the high rates of brooming and plant mortality, these sites exhibit
a more abundant understory layer (e.g., stem densities) providing
both summer forage and shade. During summer months, ambient
air temperatures above 14 °C can be stressful for moose, and as a
result, moose may seek out vegetative cover during hot days
(Dussault et al. 2004). In winter, our study area experiences strong
wind events and prevailing southeasterly winds. Because wind
can exacerbate heat loss by increasing thermal conduction rates
(Blix 2016), moose may seek vegetative cover and avoid open areas.

Other factors could also influence the use of burned areas by
moose in Alaska. For instance, pre-fire population densities may
also impact dispersal rates into burned areas, as moose appear to
only use burns that overlap with their pre-fire home ranges
(Gasaway and Dubois 1985). A density-driven mismatch in timing
of colonization could allow woody shrubs to grow out of browsing
height and reduce the duration of forage availability. Lastly, fe-
males relative to males may exhibit different habitat-use patterns
within a burned area. For example, females with calves will often
avoid habitat in open areas to minimize predation risk (Dussault
et al. 2005; Bjørneraas et al. 2011). Thus, females may avoid low-
severity patches and select edge habitat that offers more cover.
Additionally, the increase in biomass production can have impor-
tant implications on female moose nutrition and associated sur-
vivorship and fecundity. Future work should investigate the role
of fire severity on female moose habitat use and nutrition.

Combining habitat assessment surveys with dBBMMs has al-
lowed us to effectively monitor habitat conditions and subse-
quent habitat use by moose in a post-disturbance landscape. Our
research shows that a mosaic of burn severities within a wildfire
parameter created patches of habitat that moose select for at
different times (seasons and years) following a wildfire. Given the
increase in wildfire frequency in Alaska, moose management may
benefit by accounting for the spatial and temporal effects of wild-
fire severity on biomass availability, which is commonly used to

Table 2. Comparison of protein-precipitating capacity of tannins of winter woody browse species
and concentrations (percent dry matter (% DM)) of digestible protein, acid detergent fiber (ADF), and
neutral detergent fiber (NDF) for all forage species in high- and low-severity sites in the Hajdukovich
Creek Burn (HCB) in interior Alaska, USA.

Concentration (% DM)

Protein-precipitation
capacity (mg·g–1) Digestible protein ADF NDF

Fire severity
High 38±6a 2.0±0.30a 35±0.91a 49±0.96a
Low 30±7a 1.8±0.32a 34±1.1a 47±1.1a

Forage species
Gray willow, Salix bebbiana 100±0.003a 0.71±0.23a 39±0.85a 53±1.04a
Quaking aspen, Populus tremuloides 0.00±0.00b 3.1±0.22b 32±0.77b 45±0.93b
Alaska birch, Betula neoalaskana 51±4c 1.4±0.29c 34±1.0b 47±1.3b

Note: Additionally, we compared differences among species (gray willow, quaking aspen, and Alaska birch)
within the HCB. Within a group of factors, rows with different lowercase letters are significantly different from
each other (Wald �2 tests, p < 0.05). Values are reported as least squares means ± SE.
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inform moose population objectives and harvest rates. Moose con-
stitute the largest terrestrial subsistence and recreational hunting
resource in interior Alaska (Nelson et al. 2008), making fire-
related habitat shifts especially important given that stable pop-
ulations are a critical food resource to many communities. Effects
of fire severity on moose habitat use and browse availability may
inform male population models and help to optimize harvest
strategies. Our research also highlights the utility of long-term
monitoring of biomass production within burns to assess the tra-
jectory, peak, and longevity of wildlife habitat quality.

Acknowledgements
Our research was supported by National Science Foundation

grant “IGERT: Global–Local Interactions: Resilience and Adaption
of Social–Ecological Systems in a Rapidly Changing North” (grant
No. 0654441). The views expressed are those of the author(s) and
do not represent the National Science Foundation. Moose collar-
ing efforts were supported by the US Army Garrison, Fort Wain-
wright, Alaska, and the Alaska Department of Fish and Game
(W912CZ-08-D-0012). Funding to support this research was pro-
vided by grants from the Joint Fire Science Program Graduate
Research Innovation Award and the American Association of Uni-
versity Women “American Fellowship”. We gratefully acknowl-
edge the Alaska Department of Fish and Game, specifically the
Delta Junction Area Office, for providing valuable assistance in
the field with data collection, especially D. Bruning, E. Mason, and
B. Schmidt. I am also grateful to S. Brainerd and T. Paragi for the
invaluable comments on the manuscript. Thank you go to the
Washington State University Wildlife Habitat/Nutrition Labora-
tory for processing and analyzing our forage samples. Thank you
also go to B. Oates, J. Canary, and R. Barry for contributing valu-
able advice regarding statistical and modeling approaches.

References
Ball, J.P., Nordengren, C., and Wallin, K. 2001. Partial migration by large ungu-

lates: characteristics of seasonal moose Alces alces ranges in northern Sweden.
Wildl. Biol. 7: 39–47.

Beyer, H.L. 2012. Geospatial modelling environment. Spatial Ecology LLC [pub-
lished by author]. Available from http://www.spatialecology.com [accessed
1 October 2012].

Bjørneraas, K., Solberg, E.J., Herfindal, I., Moorter, B.V., Rolandsen, C.M.,
Tremblay, J.-P., Skarpe, C., Sæther, B.-E., Eriksen, R., and Astrup, R. 2011.
Moose Alces alces habitat use at multiple temporal scales in a human-altered
landscape. Wildl. Biol. 17: 44–54. doi:10.2981/10-073.

Bjørneraas, K., Herfindal, I., Solberg, E.J., Sæther, B.-E., van Moorter, B., and
Rolandsen, C.M. 2012. Habitat quality influences population distribution,
individual space use and functional responses in habitat selection by a large
herbivore. Oecologia, 168: 231–243. doi:10.1007/s00442-011-2072-3. PMID:
21766188.

Blair, J.M. 1997. Fire, N availability, and plant response in grasslands: a test of the
transient maxima hypothesis. Ecology, 78: 2359–2368. doi:10.1890/0012-
9658(1997)078[2359:FNAAPR]2.0.CO;2.

Blix, A.S. 2016. Adaptations to polar life in mammals and birds. J. Exp. Biol. 219:
1093–1105. doi:10.1242/jeb.120477. PMID:27103673.

Boertje, R.D., Keech, M.A., and Paragi, T.F. 2010. Science and values influencing
predator control for Alaska moose management. J. Wildl. Manage. 74: 917–
928. doi:10.2193/2009-261.

Boyce, M.S., Mao, J.S., Merrill, E.H., Fortin, D., Turner, M.G., Fryxell, J., and
Turchin, P. 2003. Scale and heterogeneity in habitat selection by elk in Yel-
lowstone National Park. Ecoscience, 10: 421–431. doi:10.1080/11956860.2003.
11682790.

Brown, C.L., Kellie, K.A., Brinkman, T.J., Euskirchen, E.S., and Kielland, K. 2015.
Applications of resilience theory in management of a moose–hunter system
in Alaska. Ecol. Soc. 20(1): 16. doi:10.5751/ES-07202-200116.

Bryant, J.P., and Kuropat, P.J. 1980. Selection of winter forage by subarctic brows-
ing vertebrates: the role of plant chemistry. Annu. Rev. Ecol. Syst. 11: 261–285.
doi:10.1146/annurev.es.11.110180.001401.

Bryant, J.P., Chapin, F.S., III, and Klein, D.R. 1983. Carbon/nutrient balance of
boreal plants in relation to vertebrate herbivory. Oikos, 40: 357–368. doi:10.
2307/3544308.

Chapin, F.S., III, Trainor, S.F., Huntington, O., Lovecraft, A.L., Zavaleta, E.,
Natcher, D.C., McGuire, A.D., Nelson, J.L., Ray, L., Calef, M., Fresco, N.,
Huntington, H., Rupp, T.S., DeWilde, L., and Naylor, R.L. 2008. Increasing
wildfire in Alaska’s boreal forest: pathways to potential solutions of a wicked
problem. BioScience, 58: 531–540. doi:10.1641/B580609.

Conway, A.J., and Johnstone, J.F. 2017. Moose alter the rate but not the trajectory
of forest canopy succession after low and high severity fire in Alaska. For.
Ecol. Manage. 391: 154–163. doi:10.1016/j.foreco.2017.02.018.

Dempster, J., and Pollard, E. 1986. Spatial heterogeneity, stochasticity and the
detection of density dependence in animal populations. Oikos, 46: 413–416.
doi:10.2307/3565842.

Duffy, P.A., Epting, J., Graham, J.M., Rupp, T.S., and McGuire, A.D. 2007. Analysis
of Alaskan burn severity patterns using remotely sensed data. Intern. J. Wildl.
Fire, 16: 277–284. doi:10.1071/WF06034.

Dussault, C., Ouellet, J.-P., Courtois, R., Huot, J., Breton, L., and Larochelle, J.
2004. Behavioural responses of moose to thermal conditions in the boreal
forest. Ecoscience, 11: 321–328. doi:10.1080/11956860.2004.11682839.

Dussault, C., Ouellet, J.-P., Courtois, R., Huot, J., Breton, L., and Jolicoeur, H. 2005.
Linking moose habitat selection to limiting factors. Ecography, 28: 619–628.
doi:10.1111/j.2005.0906-7590.04263.x.

Feierabend, D., and Kielland, K. 2014. Movements, activity patterns, and habitat
use of snowshoe hares (Lepus americanus) in interior Alaska. J. Mammal. 95:
525–533. doi:10.1644/13-MAMM-A-199.

Gasaway, W.C., and DuBois, S.D. 1985. Initial response of moose, Alces alces, to a
wildfire in interior Alaska. Can. Field-Nat. 99: 135–140.

Gasaway, W.C., Boertje, R.D., Grangaard, D.V., Kelleyhouse, D.G.,
Stephenson, R.O., and Larsen, D.G. 1992. The role of predation in limiting
moose at low densities in Alaska and Yukon and implications for conserva-
tion. Wildl. Monogr. 120: 3–59.

Hjeljord, O., Hövik, N., and Pedersen, H.B. 1990. Choice of feeding sites by moose
during summer, the influence of forest structure and plant phenology. Ecog-
raphy, 13: 281–292. doi:10.1111/j.1600-0587.1990.tb00620.x.

Hobbs, N.T., and Spowart, R.A. 1984. Effects of prescribed fire on nutrition of
mountain sheep and mule deer during winter and spring. J. Wildl. Manage.
48: 551–560. doi:10.2307/3801188.

Horne, J.S., Garton, E.O., Krone, S.M., and Lewis, J.S. 2007. Analyzing animal
movements using Brownian bridges. Ecology, 88: 2354–2363. doi:10.1890/06-
0957.1. PMID:17918412.

Johnstone, J.F., and Chapin, F.S., III. 2006. Effects of soil burn severity on post-fire
tree recruitment in boreal forest. Ecosystems, 9: 14–31.

Johnstone, J.F., and Kasischke, E.S. 2005. Stand-level effects of soil burn severity
on postfire regeneration in a recently burned black spruce forest. Can. J. For.
Res. 35(9): 2151–2163. doi:10.1139/x05-087.

Johnstone, J.F., Hollingsworth, T.N., Chapin, F.S., III, and Mack, M.C. 2010.
Changes in fire regime break the legacy lock on successional trajectories in
Alaskan boreal forest. Global Change Biol. 16: 1281–1295. doi:10.1111/j.1365-
2486.2009.02051.x.

Johnstone, J.F., Rupp, T.S., Olson, M., and Verbyla, D. 2011. Modeling impacts of
fire severity on successional trajectories and future fire behavior in Alaskan
boreal forests. Landsc. Ecol. 26: 487–500. doi:10.1007/s10980-011-9574-6.

Kauffman, M.J., Varley, N., Smith, D.W., Stahler, D.R., MacNulty, D.R., and
Boyce, M.S. 2007. Landscape heterogeneity shapes predation in a newly re-
stored predator–prey system. Ecol. Lett. 10: 690–700. doi:10.1111/j.1461-0248.
2007.01059.x. PMID:17594424.

Kernohan, B.J., Gitzen, R.A., and Millspaugh, J.J. 2001. Analysis of animal space
use and movements. Chpt. 5. In Radio tracking and animal populations.
Academic Press, San Diego, Calif. pp. 125–166. doi:10.1016/B978-012497781-5/
50006-2.

Kie, J.G., Bowyer, R.T., Nicholson, M.C., Boroski, B.B., and Loft, E.R. 2002. Land-
scape heterogeneity at differing scales: effects on spatial distribution of mule
deer. Ecology, 83: 530–544. doi:10.1890/0012-9658(2002)083[0530:LHADSE]2.
0.CO;2.

Kranstauber, B., Kays, R., LaPoint, S.D., Wikelski, M., and Safi, K. 2012. A dynamic
Brownian bridge movement model to estimate utilization distributions for
heterogeneous animal movement. J. Anim. Ecol. 81: 738–746. doi:10.1111/j.
1365-2656.2012.01955.x. PMID:22348740.

Li, H., and Reynolds, J.F. 1994. A simulation experiment to quantify spatial
heterogeneity in categorical maps. Ecology, 75: 2446–2455. doi:10.2307/
1940898.

Lord, R.E. 2008. Variable fire severity in Alaska’s boreal forest: implications for
forage production and moose utilization patterns. M.Sc. thesis, Department
of Biology and Wildlife, The University of Alaska, Fairbanks.

Lord, R.E., and Kielland, K. 2015. Effects of variable fire severity on forage pro-
duction and foraging behavior of moose in winter. Alces, 51: 23–34.

MacCracken, J.G., and Viereck, L.A. 1990. Browse regrowth and use by moose
after fire in interior Alaska. Northwest Sci. 64: 11–18.

Manly, B.F., McDonald, J.L.L., Thomas, D.L., McDonald, T.L., and Erickson, W.P.
2002. Resource selection by animals. Kluwer Academic Publishers, Dor-
drecht, the Netherlands.

Martin, J.S., and Martin, M.M. 1983. Tannin assays in ecological studies: precip-
itation of ribulose-1,5-bisphosphate carboxylase/oxygenase by tannic acid,
quebracho, and oak foliage extracts. J. Chem. Ecol. 9: 285–294. doi:10.1007/
BF00988046. PMID:24407347.

Marzluff, J.M., Millspaugh, J.J., Hurvitz, P., and Handcock, M.S. 2004. Relating
resources to a probabilistic measure of space use: forest fragments and Steller’s
jays. Ecology, 85: 1411–1427. doi:10.1890/03-0114.

McArt, S.H., Spalinger, D.E., Collins, W.B., Schoen, E.R., Stevenson, T., and
Bucho, M. 2009. Summer dietary nitrogen availability as a potential

Brown et al. 191

Published by NRC Research Press

C
an

. J
. Z

oo
l. 

D
ow

nl
oa

de
d 

fr
om

 c
dn

sc
ie

nc
ep

ub
.c

om
 b

y 
U

N
IV

E
R

SI
T

Y
 O

F 
A

L
A

SK
A

-F
A

IR
B

A
N

K
S 

on
 0

4/
24

/2
4

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 

http://www.spatialecology.com
http://dx.doi.org/10.2981/10-073
http://dx.doi.org/10.1007/s00442-011-2072-3
http://www.ncbi.nlm.nih.gov/pubmed/21766188
http://dx.doi.org/10.1890/0012-9658(1997)078%5B2359%3AFNAAPR%5D2.0.CO;2
http://dx.doi.org/10.1890/0012-9658(1997)078%5B2359%3AFNAAPR%5D2.0.CO;2
http://dx.doi.org/10.1242/jeb.120477
http://www.ncbi.nlm.nih.gov/pubmed/27103673
http://dx.doi.org/10.2193/2009-261
http://dx.doi.org/10.1080/11956860.2003.11682790
http://dx.doi.org/10.1080/11956860.2003.11682790
http://dx.doi.org/10.5751/ES-07202-200116
http://dx.doi.org/10.1146/annurev.es.11.110180.001401
http://dx.doi.org/10.2307/3544308
http://dx.doi.org/10.2307/3544308
http://dx.doi.org/10.1641/B580609
http://dx.doi.org/10.1016/j.foreco.2017.02.018
http://dx.doi.org/10.2307/3565842
http://dx.doi.org/10.1071/WF06034
http://dx.doi.org/10.1080/11956860.2004.11682839
http://dx.doi.org/10.1111/j.2005.0906-7590.04263.x
http://dx.doi.org/10.1644/13-MAMM-A-199
http://dx.doi.org/10.1111/j.1600-0587.1990.tb00620.x
http://dx.doi.org/10.2307/3801188
http://dx.doi.org/10.1890/06-0957.1
http://dx.doi.org/10.1890/06-0957.1
http://www.ncbi.nlm.nih.gov/pubmed/17918412
http://dx.doi.org/10.1139/x05-087
http://dx.doi.org/10.1111/j.1365-2486.2009.02051.x
http://dx.doi.org/10.1111/j.1365-2486.2009.02051.x
http://dx.doi.org/10.1007/s10980-011-9574-6
http://dx.doi.org/10.1111/j.1461-0248.2007.01059.x
http://dx.doi.org/10.1111/j.1461-0248.2007.01059.x
http://www.ncbi.nlm.nih.gov/pubmed/17594424
http://dx.doi.org/10.1016/B978-012497781-5/50006-2
http://dx.doi.org/10.1016/B978-012497781-5/50006-2
http://dx.doi.org/10.1890/0012-9658(2002)083%5B0530%3ALHADSE%5D2.0.CO;2
http://dx.doi.org/10.1890/0012-9658(2002)083%5B0530%3ALHADSE%5D2.0.CO;2
http://dx.doi.org/10.1111/j.1365-2656.2012.01955.x
http://dx.doi.org/10.1111/j.1365-2656.2012.01955.x
http://www.ncbi.nlm.nih.gov/pubmed/22348740
http://dx.doi.org/10.2307/1940898
http://dx.doi.org/10.2307/1940898
http://dx.doi.org/10.1007/BF00988046
http://dx.doi.org/10.1007/BF00988046
http://www.ncbi.nlm.nih.gov/pubmed/24407347
http://dx.doi.org/10.1890/03-0114


bottom-up constraint on moose in south-central Alaska. Ecology, 90: 1400–
1411. doi:10.1890/08-1435.1. PMID:19537559.

McCarthy, J. 2001. Gap dynamics of forest trees: a review with particular atten-
tion to boreal forests. Environ. Rev. 9(1): 1–59. doi:10.1139/a00-012.

Michalek, J., French, N., Kasischke, E., Johnson, R., and Colwell, J. 2000. Using
Landsat TM data to estimate carbon release from burned biomass in an
Alaskan spruce forest complex. Int. J. Remote Sens. 21: 323–338. doi:10.1080/
014311600210858.

Miquelle, D.G. 1990. Why don’t bull moose eat during the rut? Behav. Ecol.
Sociobiol. 27: 145–151. doi:10.1007/BF00168458.

Moen, R., Pastor, J., Cohen, Y., and Schwartz, C.C. 1996. Effects of moose move-
ment and habitat use on GPS collar performance. J. Wildl. Manage. 60: 659–
668. doi:10.2307/3802085.

Neatherlin, E.A., and Marzluff, J.M. 2004. Responses of American crow popula-
tions to campgrounds in remote native forest landscapes. J. Wildl. Manage.
68: 708–718. doi:10.2193/0022-541X(2004)068[0708:ROACPT]2.0.CO;2.

Nelson, J.L., Zavaleta, E.S., and Chapin, F.S., III. 2008. Boreal fire effects on
subsistence resources in Alaska and adjacent Canada. Ecosystems, 11: 156–
171. doi:10.1007/s10021-007-9114-z.

Oldemeyer, J.L., Franzmann, A.W., Brundage, A.L., Arneson, P.D., and Flynn, A.
1977. Browse quality and the Kenai moose population. J. Wildl. Manage. 41:
533–542. doi:10.2307/3800528.

Pacala, S., and Roughgarden, J. 1982. Spatial heterogeneity and interspecific
competition. Theor. Popul. Biol. 21: 92–113. doi:10.1016/0040-5809(82)90008-9.

Paragi, T.F., Seaton, C.T., and Kellie, K.A. 2008. Identifying and evaluating tech-
niques for wildlife habitat management in Interior Alaska: moose range
assessment. Final Research Technical Report, Alaska Department of Fish and
Game, Division of Wildlife Conservation, Juneau.

Peek, J.M., Urich, D.L., and Mackie, R.J. 1976. Moose habitat selection and rela-
tionships to forest management in northeastern Minnesota. Wildl. Monogr.
48: 3–65.

Pierce, B.M., Bleich, V.C., and Bowyer, R.T. 2000. Social organization of mountain
lions: does a land-tenure system regulate population size? Ecology, 81: 1533–
1543. doi:10.1890/0012-9658(2000)081[1533:SOOMLD]2.0.CO;2.

R Core Team. 2016. R: a language and environment for statistical computing.
Version 2.14.1 [computer program]. R Foundation for Statistical Computing,
Vienna, Austria. Available from https://www.r-project.org/ [accessed 1 October
2016].

Risenhoover, K.L. 1989. Composition and quality of moose winter diets in inte-
rior Alaska. J. Wildl. Manage. 53: 568–577. doi:10.2307/3809178.

Robbins, C.T., Hanley, T.A., Hagerman, A.E., Hjeljord, O., Baker, D.L.,
Schwartz, C.C., and Mautz, W. 1987. Role of tannins in defending plants
against ruminants: reduction in protein availability. Ecology, 68: 98–107.
doi:10.2307/1938809.

Salcha-Delta Soil and Water Conservation District. 2012. Gerstle River Training
Area Vegetation Survey. Salcha-Delta Soil and Water Conservation District,
Delta Junction, Alaska. Available from http://www.salchadeltaswcd.org/
[accessed 1 December 2013].

Salcha-Delta Soil and Water Conservation District. 2014. Gerstle River Training
Area Vegetation Survey. Salcha-Delta Soil and Water Conservation District,
Delta Junction, Alaska. Available from http://www.salchadeltaswcd.org/
[accessed 1 March 2015].

Schwartz, C.C., Hubbert, M.E., and Franzmann, A.W. 1988. Energy requirements
of adult moose for winter maintenance. J. Wildl. Manage. 52: 26–33. doi:10.
2307/3801052.

Seaton, C.T., Paragi, T.F., Boertje, R.D., Kielland, K., DuBois, S., and Fleener, C.L.
2011. Browse biomass removal and nutritional condition of moose Alces alces.
Wildl. Biol. 17: 55–66. doi:10.2981/10-010.

Shenoy, A., Johnstone, J.F., Kasischke, E.S., and Kielland, K. 2011. Persistent
effects of fire severity on early successional forests in interior Alaska. For.
Ecol. Manage. 261: 381–390. doi:10.1016/j.foreco.2010.10.021.

Shenoy, A., Kielland, K., and Johnstone, J.F. 2013. Effects of fire severity on plant
nutrient uptake reinforce alternate pathways of succession in boreal forests.
Plant Ecol. 214: 587–596. doi:10.1007/s11258-013-0191-0.

Spalinger, D.E., Collins, W.B., Hanley, T.A., Cassara, N.E., and Carnahan, A.M.
2010. The impact of tannins on protein, dry matter, and energy digestion in
moose (Alces alces). Can. J. Zool. 88(10): 977–987. doi:10.1139/Z10-064.

Street, G.M., Rodgers, A.R., and Fryxell, J.M. 2015. Mid-day temperature variation
influences seasonal habitat selection by moose. J. Wildl. Manage. 79: 505–
512. doi:10.1002/jwmg.859.

Turner, M.G. 1989. Landscape ecology: the effect of pattern on process. Annu.
Rev. Ecol. Syst. 20: 171–197. doi:10.1146/annurev.es.20.110189.001131.

van Beest, F.M., Van Moorter, B., and Milner, J.M. 2012. Temperature-mediated
habitat use and selection by a heat-sensitive northern ungulate. Anim. Behav.
84: 723–735. doi:10.1016/j.anbehav.2012.06.032.

Van Cleve, K., and Viereck, L.A. 1981. Forest succession in relation to nutrient
cycling in the boreal forest of Alaska. In Forest succession. Edited by D.C. West,
H.H. Shugar, and D.B. Botkin. Springer, New York. pp. 185–210.

Vander Wal, E., and Rodgers, A. 2012. An individual-based quantitative approach
for delineating core areas of animal space use. Ecol. Model. 224: 48–53.
doi:10.1016/j.ecolmodel.2011.10.006.

Van de Vijver, C.A.D.M., Poot, P., and Prins, H.H.T. 1999. Causes of increased
nutrient concentrations in post-fire regrowth in an East African savanna.
Plant Soil, 214: 173–185. doi:10.1023/A:1004753406424.

Van Soest, P.J., Robertson, J.B., and Lewis, B.A. 1991. Methods for dietary fiber,
neutral detergent fiber, and nonstarch polysaccharides in relation to animal
nutrition. J. Dairy Sci. 74: 3583–3597. doi:10.3168/jds.S0022-0302(91)78551-2.
PMID:1660498.

Vartanian, J.M. 2011. Habitat condition and the nutritional quality of seasonal
forage and diets: demographic implications for a declining moose population in
northwest Wyoming, USA. M.Sc. thesis, University of Wyoming, Laramie.

Walter, W.D., Onorato, D.P., and Fischer, J.W. 2015. Is there a single best estima-
tor? Selection of home range estimators using area-under-the-curve. Move.
Ecol. 3: 10. doi:10.1186/s40462-015-0039-4.

White, K.S., Barten, N.L., Crouse, S., and Crouse, J. 2014. Benefits of migration in
relation to nutritional condition and predation risk in a partially migratory
moose population. Ecology, 95: 225–237. doi:10.1890/13-0054.1. PMID:24649661.

192 Can. J. Zool. Vol. 96, 2018

Published by NRC Research Press

C
an

. J
. Z

oo
l. 

D
ow

nl
oa

de
d 

fr
om

 c
dn

sc
ie

nc
ep

ub
.c

om
 b

y 
U

N
IV

E
R

SI
T

Y
 O

F 
A

L
A

SK
A

-F
A

IR
B

A
N

K
S 

on
 0

4/
24

/2
4

 F
or

 p
er

so
na

l u
se

 o
nl

y.
 

http://dx.doi.org/10.1890/08-1435.1
http://www.ncbi.nlm.nih.gov/pubmed/19537559
http://dx.doi.org/10.1139/a00-012
http://dx.doi.org/10.1080/014311600210858
http://dx.doi.org/10.1080/014311600210858
http://dx.doi.org/10.1007/BF00168458
http://dx.doi.org/10.2307/3802085
http://dx.doi.org/10.2193/0022-541X(2004)068%5B0708%3AROACPT%5D2.0.CO;2
http://dx.doi.org/10.1007/s10021-007-9114-z
http://dx.doi.org/10.2307/3800528
http://dx.doi.org/10.1016/0040-5809(82)90008-9
http://dx.doi.org/10.1890/0012-9658(2000)081%5B1533%3ASOOMLD%5D2.0.CO;2
https://www.r-project.org/
http://dx.doi.org/10.2307/3809178
http://dx.doi.org/10.2307/1938809
http://www.salchadeltaswcd.org/
http://www.salchadeltaswcd.org/
http://dx.doi.org/10.2307/3801052
http://dx.doi.org/10.2307/3801052
http://dx.doi.org/10.2981/10-010
http://dx.doi.org/10.1016/j.foreco.2010.10.021
http://dx.doi.org/10.1007/s11258-013-0191-0
http://dx.doi.org/10.1139/Z10-064
http://dx.doi.org/10.1002/jwmg.859
http://dx.doi.org/10.1146/annurev.es.20.110189.001131
http://dx.doi.org/10.1016/j.anbehav.2012.06.032
http://dx.doi.org/10.1016/j.ecolmodel.2011.10.006
http://dx.doi.org/10.1023/A%3A1004753406424
http://dx.doi.org/10.3168/jds.S0022-0302(91)78551-2
http://www.ncbi.nlm.nih.gov/pubmed/1660498
http://dx.doi.org/10.1186/s40462-015-0039-4
http://dx.doi.org/10.1890/13-0054.1
http://www.ncbi.nlm.nih.gov/pubmed/24649661

	Article
	Introduction
	Materials and methods
	Study area
	Fire severity and habitat classification
	Biomass production and quality
	Estimating core use areas
	Habitat use

	Results
	Discussion

	Acknowledgements
	References


<<
	/CompressObjects /Off
	/ParseDSCCommentsForDocInfo true
	/CreateJobTicket false
	/PDFX1aCheck false
	/ColorImageMinResolution 150
	/GrayImageResolution 300
	/DoThumbnails false
	/ColorConversionStrategy /LeaveColorUnchanged
	/GrayImageFilter /DCTEncode
	/EmbedAllFonts true
	/CalRGBProfile (sRGB IEC61966-2.1)
	/MonoImageMinResolutionPolicy /OK
	/ImageMemory 1048576
	/LockDistillerParams true
	/AllowPSXObjects true
	/DownsampleMonoImages true
	/PassThroughJPEGImages true
	/ColorSettingsFile (None)
	/AutoRotatePages /PageByPage
	/Optimize true
	/MonoImageDepth -1
	/ParseDSCComments true
	/AntiAliasGrayImages false
	/GrayImageMinResolutionPolicy /OK
	/JPEG2000ColorImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/ConvertImagesToIndexed true
	/MaxSubsetPct 99
	/Binding /Left
	/PreserveDICMYKValues false
	/GrayImageMinDownsampleDepth 2
	/MonoImageMinResolution 1200
	/sRGBProfile (sRGB IEC61966-2.1)
	/AntiAliasColorImages false
	/GrayImageDepth -1
	/PreserveFlatness true
	/CompressPages true
	/GrayImageMinResolution 150
	/CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
	/PDFXBleedBoxToTrimBoxOffset [
		0.0
		0.0
		0.0
		0.0
	]
	/AutoFilterGrayImages true
	/EncodeColorImages true
	/AlwaysEmbed [
	]
	/EndPage -1
	/DownsampleColorImages true
	/ASCII85EncodePages false
	/PreserveEPSInfo false
	/PDFXTrimBoxToMediaBoxOffset [
		0.0
		0.0
		0.0
		0.0
	]
	/CompatibilityLevel 1.3
	/MonoImageResolution 600
	/NeverEmbed [
		/Arial-Black
		/Arial-BlackItalic
		/Arial-BoldItalicMT
		/Arial-BoldMT
		/Arial-ItalicMT
		/ArialMT
		/ArialNarrow
		/ArialNarrow-Bold
		/ArialNarrow-BoldItalic
		/ArialNarrow-Italic
		/ArialUnicodeMS
		/CenturyGothic
		/CenturyGothic-Bold
		/CenturyGothic-BoldItalic
		/CenturyGothic-Italic
		/CourierNewPS-BoldItalicMT
		/CourierNewPS-BoldMT
		/CourierNewPS-ItalicMT
		/CourierNewPSMT
		/Georgia
		/Georgia-Bold
		/Georgia-BoldItalic
		/Georgia-Italic
		/Impact
		/LucidaConsole
		/Tahoma
		/Tahoma-Bold
		/TimesNewRomanMT-ExtraBold
		/TimesNewRomanPS-BoldItalicMT
		/TimesNewRomanPS-BoldMT
		/TimesNewRomanPS-ItalicMT
		/TimesNewRomanPSMT
		/Trebuchet-BoldItalic
		/TrebuchetMS
		/TrebuchetMS-Bold
		/TrebuchetMS-Italic
		/Verdana
		/Verdana-Bold
		/Verdana-BoldItalic
		/Verdana-Italic
	]
	/CannotEmbedFontPolicy /Warning
	/AutoPositionEPSFiles true
	/PreserveOPIComments false
	/JPEG2000GrayACSImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/PDFXOutputIntentProfile ()
	/JPEG2000ColorACSImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/EmbedJobOptions true
	/MonoImageDownsampleType /Average
	/DetectBlends true
	/EncodeGrayImages true
	/ColorImageDownsampleType /Average
	/EmitDSCWarnings false
	/AutoFilterColorImages true
	/DownsampleGrayImages true
	/GrayImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/AntiAliasMonoImages false
	/GrayImageAutoFilterStrategy /JPEG
	/GrayACSImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/ColorImageAutoFilterStrategy /JPEG
	/ColorImageMinResolutionPolicy /OK
	/ColorImageResolution 300
	/PDFXRegistryName ()
	/MonoImageFilter /CCITTFaxEncode
	/CalGrayProfile (Gray Gamma 2.2)
	/ColorImageMinDownsampleDepth 1
	/JPEG2000GrayImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/ColorImageDepth -1
	/DetectCurves 0.1
	/PDFXTrapped /False
	/ColorImageFilter /DCTEncode
	/TransferFunctionInfo /Preserve
	/PDFX3Check false
	/ParseICCProfilesInComments true
	/ColorACSImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/DSCReportingLevel 0
	/PDFXOutputConditionIdentifier ()
	/PDFXCompliantPDFOnly false
	/AllowTransparency false
	/PreserveCopyPage true
	/UsePrologue false
	/StartPage 1
	/MonoImageDownsampleThreshold 1.0
	/GrayImageDownsampleThreshold 1.0
	/CheckCompliance [
		/None
	]
	/CreateJDFFile false
	/PDFXSetBleedBoxToMediaBox true
	/EmbedOpenType false
	/OPM 0
	/PreserveOverprintSettings false
	/UCRandBGInfo /Remove
	/ColorImageDownsampleThreshold 1.0
	/MonoImageDict <<
		/K -1
	>>
	/GrayImageDownsampleType /Average
	/Description <<
		/ENU (Use these settings to create Adobe PDF documents suitable for reliable viewing and printing of business documents.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
		/PTB <>
		/FRA <>
		/NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken waarmee zakelijke documenten betrouwbaar kunnen worden weergegeven en afgedrukt. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
		/KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020be44c988b2c8c2a40020bb38c11cb97c0020c548c815c801c73cb85c0020bcf4ace00020c778c1c4d558b2940020b3700020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
		/NOR <>
		/DEU <>
		/SVE <>
		/ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF adatti per visualizzare e stampare documenti aziendali in modo affidabile. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 5.0 e versioni successive.)
		/DAN <>
		/JPN <>
		/SUO <>
		/CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e55464e1a65876863768467e5770b548c62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
		/ESP <>
		/CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc666e901a554652d965874ef6768467e5770b548c52175370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
	>>
	/CropMonoImages true
	/DefaultRenderingIntent /RelativeColorimeteric
	/PreserveHalftoneInfo false
	/ColorImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/CropGrayImages true
	/PDFXOutputCondition ()
	/SubsetFonts true
	/EncodeMonoImages true
	/CropColorImages true
	/PDFXNoTrimBoxError true
>>
setdistillerparams
<<
	/PageSize [
		612.0
		792.0
	]
	/HWResolution [
		600
		600
	]
>>
setpagedevice


