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Original article

Disturbance effects of hunting activity in a willow ptarmigan Lagopus
lagopus population

Henrik Broseth & Hans Chr. Pedersen

Hunting disturbance may affect individuals in a population by modifying their behaviour and spatial movements,
which can lead to changes in home-range size and habitat use or displacement, for example into refuge areas. To
evaluate effects of disturbance by recreational hunting activity, we conducted a study with 87 individually radio-marked
willow ptarmigan Lagopus lagopus, in experimentally hunted and non-hunted units in central Norway during a four-
year period. Contrary to a common belief among many hunters, i.e. that willow ptarmigan abandon a hunting unit in
response to hunting activity, none of the birds left hunted units during the first two weeks of the hunting season in our
study. Neither, did hunting affect the size of areas used by the ptarmigan or the distance between locations on
consecutive days. In fact, day-to-day movements tended to be longer in non-hunted units than in hunted units. Willow
ptarmigan responded to the risk of being shot by increasing their use of habitat with dense forest/scrub cover, which
provided secure escape sites where birds were more difficult to locate and to shoot by hunters using pointing dogs. The
increased use of cover with secure escape sites found for willow ptarmigan indicates that the catch per unit effort of
hunters will vary not only with population density, but also with the amount and distribution of dense forest/shrub
habitat in hunted units. Where the site-specific catch per unit effort of hunters is difficult to predict, we recommend a
management scheme of harvests based on allowing a predefined number of hunters to hunt for the whole season and a
seasonal bag limit per hunter.
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Human hunting activities affect game populations
directly through the removal of individuals and
indirectly through disturbance effects. The litera-
ture on the theoretical and empirical effects of
hunting is dominated by studies of the direct impact
of harvesting on populations (e.g. Czetwertynski et
al. 2007, Norman et al. 2004, Pedersen et al. 2004,
Solberg et al. 1999). However, indirect effects of
hunting disturbance might also be important for
management and conservation of harvested popu-
lations, as it can lead to temporary or permanent
displacement of individuals (Fox & Madsen 1997).
Animal movements between accessible hunting
areas and surrounding areas (for example non-
hunted refuges), are important in the evaluation of
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the impact of hunting and the sustainability of
harvesting (Novaro et al. 2000). The majority of
studies on the effects of hunting disturbance have
focused on ungulates and waterfowl (Bender et al.
1999, Fox & Madsen 1997, Kilgo et al. 1998, Mad-
sen & Fox 1995, Vercauteren & Hygnstrom 1998),
with little attention being given to upland game
birds.

In Asia, Europe and North America, most of the
19 species of grouse and ptarmigan are subject to
hunting (Johnsgard 1983, Storch 2007). In Scandi-
navia (Norway and Sweden), the willow ptarmigan
Lagopus lagopus is one of the most popular game
bird species which each year attracts many recrea-
tional small-game hunters into the mountains
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(Kaltenborn & Andersen 2009). In Norway alone, it
is estimated that about 60,000 persons hunt for
ptarmigan each year, and the annual national bag of
willow ptarmigan and rock ptarmigan L. muta is
between 300,000 and 750,000 birds (Statistics Nor-
way; available at: www.ssb.no/jakt).

Hunting, like any other kind of predation, may
influence prey behaviour on both an evolutionary
time scale and during an animal’s lifetime (Lima &
Dill 1990). Predation risk may be influenced by pre-
dator distribution and habitat features (Hebble-
white et al. 2005, Kauffman et al. 2007), and prey
may alter their choice of habitats to decrease pre-
dation risk (Gilliam & Fraser 1987). Such a habitat
choice might occur in willow ptarmigan when ex-
posed to hunting (Olsson et al. 1996).

Among ptarmigan hunters and landowners in
Scandinavia, it is a common belief that hunting
disturbance leads to temporary displacement of
willow ptarmigan out of hunted areas, which makes
them inaccessible for hunters. Such a displacement
could create a management situation in which one
would not be able to reach the prescribed harvest
levels, and the hunting rights in the management
units might become difficult to hire out. To assess
effects of hunting disturbance in willow ptarmigan,
we conducted a study with individually radio-
marked birds in experimentally hunted and non-
hunted units in central Norway. Our objectives were
to determine if recreational hunting activity leads to
increased movements, changes in size of their home
ranges or selection of different habitats. We explore
the hypothesis advanced in an earlier study from
Sweden by Olsson et al. (1996), who suggested that
willow ptarmigan habitually reduce the risk of being
shot by retreating to a familiar area with cover that
provides known escape sites.

Material and methods

Study area

Our study was conducted in a 130-km? area in the
municipalities of Meraker and Selbu in central
Norway (63°10'-63°20'N, 11°30'-11°45'E) during
1996-1999. Most of the area is situated below the
alpine tree line, which occurs at 600-700 m a.s.l. The
subalpine habitat of our study area is dominated by
scattered mountain birch Betula pubescens and
Norway spruce Picea abies forest interspersed with
some drier areas and bogs. The shrub layer is
dominated by dwarf birch B. nana, juniper Junipe-
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rus communis and some species of Salix, whereas in
the field layer, heather species such as Vaccinium
myrtillus, V. uliginosum and Arctostaphylos alpinus,
black crowberry Empetrum nigrum, sedges Carex
spp. and grasses are most common. At higher al-
titudes, the vegetation in the low-alpine habitat
mainly consists of dwarf birch, heath and moraine
ridges with lichens and sedges. Generally, snow
covers the ground from late October to May.

Our study area was divided into five administra-
tive hunting units of 20-30 km? each. Harvest
regimes with no harvest or a prescribed harvest
level were applied randomly to the hunting units
each year (Pedersen et al. 2004). All hunting units
were subjected to both non-harvest and harvest
treatment during our four-year study period (1996-
1999). As an example hunting unit 1 was hunted in
1996, 1998 and 1999 but not in 1997, whereas
hunting unit 2 was hunted in 1997, 1998 and 1999
butnotin 1996, and so on. The group of recreational
hunters with access to a hunting unit was given a
quota (seasonal bag limit) specific for the unit and
based on autumn population estimates and the
prescribed harvest regime. The total harvest pres-
sure in hunted units was between 6.9 and 10.4 hunter
hours/km? during the initial two weeks of the
hunting season, and each day, there were typically
4-6 hunters with pointing dogs within a hunted unit.
In harvested units, the average bag was 26% (range:
11-48%) of the autumn population (Pedersen et al.
2004). The average autumn density of non-hunted
units was 22.0 birds/km? (range: 18.9-25.1 birds/
km?), while the average density on hunted units
after harvesting was 16.4 birds/km? (range: 11.4-
27.5birds/km?). The habitat in the surrounding area
was the same as in the study area and was subject to
unregulated recreational hunting (Breseth & Peder-
sen 2000, Pedersen et al.1999, 2004). Disturbance by
humans other than the hunters was negligible to
non-existent in the study area. During the four-year
period, we observed backpackers walking through
the area only a couple of times, but we never saw
them flush any willow ptarmigan.

Data collection

We captured adult willow ptarmigan during March
and April from snowmobiles using a spotlight and a
net. Juvenile birds from broods (being 1-2 months of
age), and a few adults, were captured in August
using pointing dogs and hand-held nets (Skinner et
al. 1998). Birds were classified as adults or juveniles
according to the amount of pigmentation on the
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three outermost primaries relative to the rest of the
wing (Bergerud et al. 1963). During our study, we
captured 248 birds which we fitted with a necklace
radio-transmitter and a uniquely numbered ring.
We located radio-tagged birds daily by triangula-
tion at distances of 50-100 m, and recorded
positions with hand-held, non-differentially cor-
rected 12-channel GPS receivers (Breoseth & Peder-
sen 2000, Broseth et al. 2005, Pedersen et al. 1999).
Our study was conducted from the start of the
hunting season on 10 September and lasted for two
weeks each year during 1996-1999. The two weeks
were based on the fact that the annual quota was
usually reached by the end of this period in the
hunting units. Furthermore, some juvenile birds
start their autumn dispersal in late September,
which could have interfered with our study of the
effects of disturbance on movements.

Data analysis
We calculated an index to daily movements by
measuring the straight-line distance between con-
secutive day-to-day telemetry locations during the
first two weeks of the hunting season. We applied a
square root transformation to the distances to
normalise the data (Kolmogorov-Smirnov: z =
0.04, P=0.05). Then, we analysed the contributions
of different explanatory variables to variation in
these distances by applying linear mixed effect
models (Pinheiro & Bates 2000). Bird identity was
included as a random factor to account for the
interdependence of data due to repeated measures
of birds during the hunting season. We tested
whether the day-to-day movement distance was
affected by hunting treatment (hunting vs non-
hunting), age (adult vs juvenile) and day of season
(10-24 September). In the analysis, hunting and age
were entered as fixed factors whereas day of season
was treated as a covariate. We also included all
possible interactions between hunting, age and day
of season. We used Akaike Information Criterion
(AIC) corrected for small sample size (AIC,) to find
the most parsimonious model (the 'best' model)
applied to the data (Burnham & Anderson 2002). In
the mixed effect models, parameters for fixed effects
were estimated using restricted maximum likeli-
hood (REML), but because we compared models
with different fixed effects, we used maximum-
likelihood (ML) for model selection.

We used data from birds with > 10 telemetry
locations during the two weeks of the hunting season
to evaluate differences in home-range size between
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birds in hunted and non-hunted units. We used both
minimum convex polygon methods (MCP) and
adaptive kernel density estimation methods to
calculate five different home-range estimates
(100% MCP, 90% MCP, 95% kernel, 75% kernel
and 50% kernel; Harris et al. 1990, White & Garrott
1990). The 100% MCP estimator and the 95%
kernel represent different measures of 'total' arca
used, whereas the reduced probability distributions
of 90% MCP, 75% kernel and the 50% kernel
delineate different measures of the 'core' area used.
We tested for differences in home-range size between
birds in hunted and non-hunted units using a non-
parametric Mann-Whitney U-test. Insufficient te-
lemetry data on radio-tagged birds prior to the
hunting season prevented us from testing for home-
range shifts in hunted and non-hunted units.

We quantified habitat use on the basis of a
vegetation raster map with 15X15 m cell resolution
created from a Landsat 7 satellite image from
August 1999. Originally, the vegetation had been
divided into 26 classes based on different vegetation
types in Norway (Moen 1999). We reclassified the
vegetation map into two main habitat categories
("cover' and 'nmon-cover'). The cover habitat pro-
vides escape sites for the birds where they can hide
and are more difficult to shoot. Ptarmigan hunters
prefer to hunt in the transition zone between the
subalpine birch forest and the open alpine habitat
(Kaltenborn & Andersen 2009). Areas classified as
cover included vegetation types of forest (birch and
spruce) and tall shrub (Salix spp. and juniper),
whereas non-cover habitat included clear-cuts, bogs,
heather moors, alpine pastures, snow fields, exposed
soil and bedrock. To test if the birds increased their
use of cover when exposed to hunting, two different
measures of habitat use were calculated. First, we
calculated the percentage of locations recorded in
cover habitat of birds in hunted vs non-hunted
units. Secondly, we compared the use of cover given
by the telemetry locations relative to available cover
within the home ranges used by the birds ('third-
order' selection sensu Johnson 1980). We calculated
relative use as the difference in log-ratios (In(p/q))
between use and availability of cover (Aebischer et
al. 1993), where p is the proportion of cover and q=
1-p, i.e. the proportion of other habitats. Relative
use of zero indicates that cover is used as available,
while positive and negative values indicate that
cover is used more or less, respectively, than
available within the areas used by the birds. To
compare differences in relative use of cover, we used
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Table 1. Mixed effect models explaining the effects of hunting (hunting or non-hunting), age (adult or juvenile) and day of season (10-24
September) on the day-to-day movement distances in willow ptarmigan. Hunting treatment and age were entered as fixed factors whereas
day of season was treated as a covariate. Bird identity was included in all models as a random factor to account for the interdependence due
to repeated measures of birds during the hunting season. K is the number of parameters in the model (intercept, effects, random factor and

residuals) and w; is AIC. weights for the different models.

Model K AIC. AAIC., w;

Intercept 3 1718.66  0.00 0.239
Intercept + Age 4 1719.04 038 0.197
Intercept + Hunting 4 1719.71 1.05 0.141
Intercept + Day 4 172045 1.79 0.098
Intercept + Hunting + Age 5 1720.47  1.81 0.097
Intercept + Age + Day 5 1720.82  2.16 0.081
Intercept + Hunting + Day 5 1721.56 290 0.056
Intercept + Hunting + Age + Day 6 172232  3.66 0.038
Intercept + Hunting + Age + Day + Hunting*Age 7 1723.61 495 0.020
Intercept + Hunting + Age + Day + Hunting*Day 7 172385 5.19 0.018
Intercept + Hunting + Age + Day + Age*Day 7 172432 5.66 0.014
Intercept + Hunting + Age + Day + Hunting*Age + Hunting*Day + Age*Day + Hunting*Age*Day 10 1729.30 10.64 0.001

the kernel density estimators of home ranges as they
include the outer boundaries from 'total area' to
‘core area' used by the birds during the two weeks of
the hunting season. We then tested using a pa-
rametric t-test whether birds in hunted vs non-
hunted units had a higher preference for cover
habitat (Aebischer & Robertson 1992).

All estimates of day-to-day movements, habitat-
and home-range size were calculated using Animal
Movement 2.0 extension (Hooge et al. 1999) for
ArcView® GIS 3.3 (ESRI, Redlands, California,
USA). Statistical tests were done in SPSS® for
Windows 15.0.1 (SPSS Inc., Chicago, USA).

Results

At the start of the hunting season 10 September, 87
willow ptarmigan were alive with functional radio-
transmitters, of which 60 birds were in hunted units
(33 adults and 27 juveniles) and 27 in non-hunted
units (10 adults and 17 juveniles). The mixed effects
model analysis showed that the best model included
no effect of hunting treatment, age, day of season or
interactions between the effects on day-to-day
movement distances in willow ptarmigan during
the two weeks of the hunting season (Table 1). The
baseline model including only the fixed intercept (t=
69.4, P < 0.001) and the random factor of bird
identity had the lowest AIC. value among the
alternative models. However, the alternative models
with AAIC, < 2 included hunting treatment, age
and day of season. When examining the parameter

244

estimates for these effects (Table 2), we see that the
effect of hunting treatment tends to be in the
opposite direction of what we predicted, with
shorter day-to-day distances in hunted units. From
the same model, we also see that juvenile birds tend
to have longer day-to-day distances than adult
birds, which is further supported in the model
selection, where the model with an age effect is the
second highest ranked (see Table 1). Bird identity
accounted for 17% of the observed variation in day-
to-day distances (z = 3.39, P = 0.001). Willow
ptarmigan moved on average 458 m (95% CI1=397-
519 m) from one day to the next in our study
(median=313 m, 95% percentile=1,274 m; Fig. 1).

High mortality in marked birds during the two
weeks of the hunting season, both by natural causes
and hunting, resulted in 33 willow ptarmigan with
sufficient telemetry locations to evaluate the effect of
hunting on size of home ranges and habitat use (13
birds in non-hunted and 20 birds in hunted units).
We found no significant effects of hunting on any of
our five home-range estimators (100% MCP, 90%
MCP, 95% kernel, 75% kernel and 50% kernel;
Table 3). Birds in non-hunted units used on average

Table 2. Parameter estimates and test statistics for the model with
all three fixed effects (Intercept + Hunting + Age + Day; see Table
1).

Variables B + SE P

Intercept 4.233 0.198 < 0.001
Hunting treatment: non-hunted 0.090 0.126 0.478
Age: adult -0.142 0.126 0.264
Day 0.005 0.011 0.665
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Figure 1. Day-to-day movement distances (in m = SE) for willow
ptarmigan in hunted (e) and non-hunted (o) units during the first
two weeks of the hunting season in Meraker, central Norway.

areas as large as those in hunted units. However,
there was large individual variation in size of area
used by birds in both groups (see Table 3).

Willow ptarmigan in hunted units were located
more often in cover habitat than were birds in non-
hunted units (t=2.17, df =31, P < 0.05). In hunted
units, birds were found in cover habitat on average
50.4% (SE=4.6) of the time, whereas in non-hunted
units the cover habitat use was reduced to 38.6%
(SE = 3.0). Comparison of the use of cover habitat
relative to the amount available in the home range
used by each bird also showed the same tendency of
increased use of cover when exposed to hunting
(95% kernel: t=1.89, df =31, P=0.07; 75% kernel:
t=2.17,df =31, P=0.04; 50% kernel: t=2.30, df =
31, P = 0.03; Fig. 2). There were no significant
differences in use of cover habitat between surviving
and shot birds in hunted units (all Ps > 0.4).

Discussion

Willow ptarmigan respond to the risk of being shot
by recreational hunters with pointing dogs by in-

Table 3. Comparison of home-range size (in ha = SE) in willow
ptarmigan in hunted (N=20) and non-hunted units (N=13) during
the first two weeks of the hunting season in the municipalities of
Meraker and Selbu, central Norway. Home-range size is calculated
with five different estimators (100% MCP, 90% MCP, 95% kernel,
75% kernel and 50% kernel), illustrating a range in area use from
'total area' to 'core area'.

Hunted units Non-hunted units P-value
100% MCP 65.5 + 20.1 53.7 £ 12.3 0.971
90% MCP 40.3 = 10.5 31.7 £ 7.6 0.531
95% kernel 101.7 = 14.8 87.9 + 16.8 0.439
75% kernel 40.6 = 6.1 329 + 52 0.531
50% kernel 16.5 = 2.6 133+ 2.7 0.338
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Figure 2. Differences in relative use of cover habitat in willow
ptarmigan in hunted and non-hunted units during the first two
weeks of the hunting season in the municipalities of Meraker and
Selbu, central Norway. Relative use of cover is based on the
difference in log-ratio between use of cover habitat (telemetry
locations) and available cover within the home ranges of individual
birds (95% kernel, 75% kernel and 50% kernel).

creased use of cover habitat, which provides more
secure escape sites where birds are difficult to locate
and to shoot. A similar response to hunting dis-
turbance has been found in ungulates, which in-
crease their use of cover habitats to reduce vul-
nerability to hunting (Kilgo et al. 1998, Kufeld et al.
1988, Naugle et al. 1997, Swenson 1982). Willow
ptarmigan respond to potential threats by crouch-
ing, which makes them a popular small game for
recreational hunters, both with and without point-
ing dogs (Pedersen & Karlsen 2007). The birds do
not flush until the dog or hunter is quite close, and if
this occurs in open habitat, the risk of being shot is
higher than if they flush in dense forest/shrub
habitat where the success rate of hunters is lower
(Foster et al. 1997, Harden et al. 2005). By spending
more time in dense forest/shrub habitats, birds will
increase their probability of surviving the hunting
season. However, there may be costs associated with
this strategy. Increased use of dense forest/shrub
cover may reduce foraging opportunities and the
availability of foods such as bilberry and crowberry,
which may compromise body condition. Also,
increased use of cover could augment the risk of
mammalian predation, for example by red fox Vul-
pes vulpes (Wiebe & Martin 1998).

How birds perceive the threats from hunters will
most likely depend on the total hunting effort in the
area. In our study, the hunted units were exposed to
moderate to high levels of hunting pressure (Peder-
sen et al. 1999). The hunting pressure within the area
used by individual birds predicts their probability of
surviving the hunting season (Broseth & Pedersen
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2000). In a detailed study of willow ptarmigan
hunters, Broseth & Pedersen (2000) showed by use
of GPS tracking that hunting pressure within a
hunting unit can be quite heterogeneous. Even if the
hunting pressure was relatively high during the first
two weeks of the hunting season (9.8 hunter hours/
km?) and the hunters claimed to have hunted
'‘everywhere', still about 30% of the area was un-
affected by hunting activity. Therefore, within a
hunted unit one might expect to see individual
variation in the response of birds to hunting dis-
turbance.

Willow ptarmigan can live in open habitats, i.e.
without forest or scrub cover (Johnsgard 1983).
Whether individuals in such places respond to
hunting disturbance by staying or moving out of
the area is uncertain. We suspect that the response
will depend on the hunting pressure and whether the
birds have access to topographical features or
vegetation types that are perceived to be secure
escape sites.

Displacement as a response to hunting distur-
bance has been shown in many species in the form of
increased use of designated refuges or range shifts
(Casasetal. 2009, Kilpatrick & Lima 1999, Laursen
& Frikke 2008, Madsen 1998, Madsen & Fox 1995,
Vercauteren & Hygnstrom 1998). However, we
found no indication of such effects in the hunted
populations of willow ptarmigan. Contrary to the
common opinion of many hunters, i.e. that the birds
leave a hunted area, none of the birds in our hunted
units left during the first two weeks of the hunting
season. Neither did we see any differences in day-to-
day movements or size of home ranges between
birds in hunted and non-hunted units (see also
Olsson et al. 1996). Our results are in accordance
with those for other hunted species which are re-
luctant to leave familiar areas with known escape
coverts, e.g. mule deer Odocoileus hemionus (Kufeld
et al. 1988), white-tailed deer O. virginianus (Ver-
cauteren & Hygnstrom 1998, but see Naugle et al.
1997), moose Alces alces (Neumann et al. 2009),
raccoon Procyon lotor (Hodges et al. 2000) and
mountain hare Lepus timidus (Dahl 2005).

From the analysis of day-to-day movement
distances, we found that a few juvenile birds made
long movements at the end of the two weeks of the
hunting period. We suspect that these juveniles were
showing signs of autumn dispersal from their natal
area (Breseth et al. 2005). Hunting disturbance
might hasten the onset of dispersal for juveniles,
with unknown population consequences. Future
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studies of hunting disturbance should explore its
effects on recruitment and colonisation of new
habitats. The increased use of cover habitat by birds
in hunted areas has consequences for harvest
management of willow ptarmigan populations.
Today, many willow ptarmigan populations as well
as many other game species are managed under the
assumption that the catch per unit effort for hunters
depends only on population density. The increased
use of cover with secure escape sites for birds in
hunted units found in our study suggests that the
catch per unit effort will also depend on the habitat
of the hunted unit. Areas with few or no secure
escape sites with cover will then have a higher catch
per unit effort, and therefore a higher proportion of
the population will be harvested given a fixed
number of hunter days compared to areas with
more cover escape sites. In Norway, this effort
regulated system, even in combination with daily
bag limits, has resulted in overharvesting in some
management units with poor cover habitat. We
argue that if the site-specific catch per unit effort for
hunters is unknown in an area, a management
system based on allowing a predefined number of
hunters to hunt for the whole season, and a seasonal
(annual) bag limit for each hunter, will allow man-
agers to more accurately predict the number of
birds shot.

Acknowledgements - we would like to thank S.A. Domas,
O.A. Hestmo, K.O. Johnsen, T. Melhus, I. Rimul, O.
Rimul, S.S. Skjeveland, S. Stelan, S.L. Svartas, A.
Sereng, G. @steras and E. Aavik for assistance during
various parts of our study. B. Sandercock, E. Solberg and
two anonymous referees provided helpful comments on
the manuscript. Our study was financed by contributions
from the Norwegian Directorate for Nature Manage-
ment, the Norwegian Research Council’s programme
'Use and management of outlying fields' and the
Norwegian Institute for Nature Research.

References

Acbischer, N.J. & Robertson, P.A. 1992: Practical aspects
of compositional analysis as applied to pheasant habitat
utilization. - In: Priede, I.G. & Swift, S.M. (Eds); Wildlife
Telemetry: Remote Monitoring and Tracking of Ani-
mals. Ellis Horwood, New York, New York, USA, pp.
285-293.

Aebischer, N.J., Robertson, P.A. & Kenward, R.E. 1993:
Compositional analysis of habitat use from animal radio-
tracking data. - Ecology 74: 1313-1325.

Bender, L.C., Beyer, D.E. & Haufler, J.B. 1999: Effects of

© WILDLIFE BIOLOGY 16:3 (2010)

Downloaded From: https://complete.bioone.org/journals/Wildlife-Biology on 12 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use



short-duration, high-intensity hunting on elk wariness in
Michigan. - Wildlife Society Bulletin 27: 441-445.

Bergerud, A.T., Peters, S.S. & McGrath, R. 1963: De-
termining sex and age of willow ptarmigan in New-
foundland. - Journal of Wildlife Management 27: 700-
711.

Breseth, H. & Pedersen, H.C. 2000: Hunting effort and
game vulnerability studies on a small scale: a new tech-
nique combining radio-telemetry, GPS and GIS. - Jour-
nal of Applied Ecology 37: 182-190.

Breseth, H., Tufto, J., Pedersen, H.C., Steen, H. &
Kastdalen, L. 2005: Dispersal patterns in a harvested
willow ptarmigan population. - Journal of Applied
Ecology 42: 453-459.

Burnham, K.P. & Anderson, D.R. 2002: Model selection
and multimodel inference: a practical information-
theoretic approach. - Springer, New York, New York,
USA, 488 pp.

Casas, F., Mougeot, F., Vinuela, J. & Bretagnolle, V. 2009:
Effects of hunting on the behaviour and spatial
distribution of farmland birds: importance of hunting-
free refuges in agricultural areas. - Animal Conservation
12: 346-354.

Czetwertynski, S.M., Boyce, M.S. & Schmiegelow, F.K.
2007: Effects of hunting on demographic parameters of
American black bears. - Ursus 18: 1-18.

Dabhl, F. 2005: Life and death of the mountain hare in the
boreal forest of Sweden. - PhD thesis, Department of
Animal Ecology, Agricultural University of Sweden,
Umed, Sweden, 109 pp.

Foster, J.R., Roseberry, J.L. & Woolf, A. 1997: Factors
influencing efficiency of white-tailed deer harvest in
Illinois. - Journal of Wildlife Management 61: 1091-
1097.

Fox, A.D. & Madsen, J. 1997: Behavioural and distribu-
tional effects of hunting disturbance on waterbirds in
Europe: Implications for refuge design. - Journal of Ap-
plied Ecology 34: 1-13.

Gilliam, J.F. & Fraser, D.F. 1987: Habitat selection under
predation hazard - test of a model with foraging min-
nows. - Ecology 68: 1856-1862.

Harden, C.D., Woolf, A. & Roseberry, J. 2005: Influence of
exurban development on hunting opportunity, hunter
distribution, and harvest efficiency of white-tailed deer. -
Wildlife Society Bulletin 33: 233-242.

Harris, S., Cresswell, W.J., Forde, P.G., Trewhella, W.J.,
Woollard, T. & Wray, S. 1990: Home range analysis
using radio-tracking data - a review of problems and
techniques particularly as applied to the study of
mammals. - Mammal Review 20: 97-123.

Hebblewhite, M., Merrill, E.H. & McDonald, T.L. 2005:
Spatial decomposition of predation risk using resource
selection functions: an example in a wolf-elk predator-
prey system. - Oikos 111: 101-111.

Hodges, K.M., Chamberlain, M.J. & Leopold, B.D. 2000:
Effects of summer hunting on ranging behavior of adult

© WILDLIFE BIOLOGY 16:3 (2010)

raccoons in central Mississippi. - Journal of Wildlife
Management 64: 194-198.

Hooge, P.N., Eichenlaub, W. & Solomon, E.K. 1999: The
Animal Movement Program. - U.S. Geological Survey,
Alaska Biological Science Center. Available at: http://
alaska.usgs.gov/science/biology/spatial/gistools/index.
php

Johnsgard, P.A. 1983: The grouse of the world. - University
of Nebraska Press, Lincoln, Nebraska, USA, 413 pp.

Johnson, D.H. 1980: The comparison of usage and
availability measurements for evaluating resource pref-
erence. - Ecology 61: 65-71.

Kaltenborn, B.P. & Andersen, O. 2009: Habitat preferences
of ptarmigan hunters in Norway. - European Journal of
Wildlife Research 55: 407-413.

Kauffman, M.J., Varley, N., Smith, D.W., Stahler, D.R.,
MacNulty, D.R. & Boyce, M.S. 2007: Landscape
heterogeneity shapes predation in a newly restored
predator-prey system. - Ecology Letters 10: 690-700.

Kilgo, J.C., Labisky, R.F. & Fritzen, D.E. 1998: Influences
of hunting on the behavior of white-tailed deer:
Implications for conservation of the Florida panther. -
Conservation Biology 12: 1359-1364.

Kilpatrick, H.J. & Lima, K.K. 1999: Effects of archery
hunting on movement and activity of female white-tailed
deer in an urban landscape. - Wildlife Society Bulletin 27:
433-440.

Kufeld, R.C., Bowden, D.C. & Schrupp, D.L. 1988:
Influence of hunting on movements of female mule deer.
- Journal of Range Management 41: 70-72.

Laursen, K. & Frikke, J. 2008: Hunting from motorboats
displaces Wadden Sea eiders Somateria mollissima from
their favoured feeding distribution. - Wildlife Biology
14(4): 423-433.

Lima, S.L. & Dill, L.M. 1990: Behavioral decisions made
under the risk of predation - a review and prospectus. -
Canadian Journal of Zoology-Revue Canadienne De
Zoologie 68: 619-640.

Madsen, J. 1998: Experimental refuges for migratory
waterfowl in Danish wetlands. I1. Tests of hunting dis-
turbance effects. - Journal of Applied Ecology 35: 398-
417.

Madsen, J. & Fox, A.D. 1995: Impact of hunting dis-
turbance on waterbirds - a review. - Wildlife Biology 1(4):
193-207.

Moen, A. 1999: National atlas of Norway: Vegetation. -
National Map Authority, Honefoss, Norway, 200 pp.
Naugle, D.E., Jenks, J.A., Kernohan, B.J. & Johnson, R.R.

1997: Effects of hunting and loss of escape cover on
movements and activity of female white-tailed deer,
Odocoileus virginianus. - Canadian Field-Naturalist 111:

595-600.

Neumann, W., Ericsson, G. & Dettki, H. 2009: The non-
impact of hunting on moose Alces alces movement, di-
urnal activity, and activity range. - European Journal of
Wildlife Research 55: 255-265.

247

Downloaded From: https://complete.bioone.org/journals/Wildlife-Biology on 12 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use



Norman, G.W., Conner, M.M., Pack, J.C. & White, G.C.
2004: Effects of fall hunting on survival of male wild
turkeys in Virginia and West Virginia. - Journal of
Wildlife Management 68: 393-404.

Novaro, A.J., Redford, K.H. & Bodmer, R.E. 2000: Effect
of hunting in source-sink systems in the neotropics. -
Conservation Biology 14: 713-721.

Olsson, G.E., Willebrand, T. & Smith, A.A. 1996: The
effects of hunting on willow grouse Lagopus lagopus
movements. - Wildlife Biology 2(1): 11-15.

Pedersen, H.C. & Karlsen, D.H. 2007: Alt om rypa -
biologi, jakt, forvaltning. - Tun Forlag, Oslo, Norway,
259 pp. (In Norwegian).

Pedersen, H.C., Steen, H., Kastdalen, L., Broseth, H., Ims,
R.A., Svendsen, W. & Yoccoz, N.G. 2004: Weak
compensation of harvest despite strong density-depen-
dent growth in willow ptarmigan. - Proceedings of the
Royal Society of London Series B-Biological Sciences
271: 381-385.

Pedersen, H.C., Steen, H., Kastdalen, L., Svendsen, W. &
Broseth, H. 1999: Betydningen av jakt pa lirypebe-
stander. Framdriftsrapport 1996-1998. - NINA Opp-
dragsmelding 578. Norsk institutt for naturforskning,
Trondheim, Norway, 43 pp. (In Norwegian).

Pinheiro, J.C. & Bates, D.M. 2000: Mixed-effects models in

248

Sand S-PLUS. - Springer Verlag, New York, New York,
USA, 528 pp.

Skinner, J.E., Snow, D.P. & Payne, N.F. 1998: A capture
technique for juvenile willow ptarmigan. - Wildlife
Society Bulletin 26: 111-112.

Solberg, E.J., Sether, B-E., Strand, O. & Loison, A. 1999:
Dynamics of a harvested moose population in a variable
environment. - Journal of Animal Ecology 68: 186-204.

Storch, 1. 2007: Grouse: Status Survey and Conservation
Action Plan 2006-2010. - IUCN, Gland, Switzerland and
The World Pheasant Association, Fordingbridge, UK,
114 pp.

Swenson, J.E. 1982: Effects of hunting on habitat use by
mule deer on mixed-grass prairie in Montana. - Wildlife
Society Bulletin 10: 115-120.

Vercauteren, K.C. & Hygnstrom, S.E. 1998: Effects of
agricultural activities and hunting on home ranges of
female white-tailed deer. - Journal of Wildlife Manage-
ment 62: 280-285.

White, G.C. & Garrott, R.A. 1990: Analysis of wildlife
radio-tracking data. - Academic Press, San Diego, USA,
383 pp.

Wiebe, K.L. & Martin, K. 1998: Costs and benefits of nest
cover for ptarmigan: changes within and between years. -
Animal Behaviour 56: 1137-1144.

© WILDLIFE BIOLOGY 16:3 (2010)

Downloaded From: https://complete.bioone.org/journals/Wildlife-Biology on 12 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles false
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages false
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo false
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Remove
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (U.S. Web Coated \050SWOP\051 v2)
  /PDFXOutputConditionIdentifier (CGATS TR 001)
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /Unknown

  /Description <<
    /ENU ([Based on 'AP_Press'] Use these settings to create PDF documents with higher image resolution for high quality pre-press printing. The PDF documents can be opened with Acrobat and Reader 5.0 and later. These settings require font embedding.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        9
        9
        9
        9
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName (U.S. Web Coated \(SWOP\) v2)
      /DestinationProfileSelector /UseName
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements true
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MarksOffset 6
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /UseName
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
  /SyntheticBoldness 1.000000
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


