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Summary
Temporal and spatial variation in the environment can influence the performance of
individuals in wild ungulate populations. Of particular importance is an understanding
of the mechanisms that shape variation in individual body mass, because several
important life history traits are directly related to body mass. Body mass is one of the
first traits that is influenced by environmental variation, and often the effect operates
through variation in the components of the foraging niche of ungulates. In this thesis, I
aim to demonstrate how measurements of environmental variation relate to variation in
the foraging niche of ungulates. Furthermore, I aim to explore how variation in ungulate
life history traits relates to these variables, and finally, how the management of
ungulates could benefit from the incorporation of knowledge about the effects of
environmental variation on population dynamics. I use weather observations, large-scale
climate indices, and indices of environmental phenology based on satellite-derived
vegetation indices (NDVI) to analyse the effect of environmental variation on plants and
body mass in moose (Alces alces) and roe deer (Capreolus capreolus) populations.
The environmental variables that explained most of the variation in plant
performance, measured as radial growth in common juniper (Juniper communis) also
explained variation in ungulate body mass. These variables were related to conditions in
spring and early summer. Plant growth was low in cold summers, and in spring where
the green-up curve as measured by change in photosynthetic activity during spring was
moderate. Such growing conditions are recognised to increase the quality of the plants
as forage for ungulates. Consequently, moose body mass in autumn showed the
opposite pattern than juniper to environmental conditions, indicating that quality of
plants, rather than the quantity, is an important component in temperate ungulate
foraging niche. Further, regional variation in moose body mass was associated with
environmental variables related to forage quality. Roe deer body mass was associated
with availability of forage during winter, and not with factors related to summer
conditions. Factors related to forage quantity neither influenced temporal nor spatial
variation in body mass in the two species.
Accordingly, it appears that both weather observations and satellite-derived
vegetation indices are able to effectively predict variation in plant performance related
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to variation in foraging conditions for ungulates. The variation in forage quality in space
and time created variation in body mass between populations and between cohorts
within a population. Further, the variation in body mass between moose population,
caused by variation in the foraging conditions, predicted how the populations
differentially respond to the effects of environmental stochastisity. In populations with a
high mean body mass, or a low density relative to plant biomass production, available
resources buffered environmental stochastisity, and were less influenced by
environmental variation than populations with relatively fewer resources available.
If wildlife managers fail to incorporate the effects of environmental variation on
population performance, e.g. on the recruitment rate, the population may show
unexpected and large fluctuations in size. Therefore, managers should attempt to
incorporate knowledge of recent environmental conditions on the population when
setting harvesting quotas. In face of the large variation in environmental conditions
experienced by the ungulate populations in Norway, and the fact that responses to
environmental variation varies between populations, management should be regionally
adapted, and aim to incorporate variation in vital rates caused by environmental
conditions. This is likely to create more stable and predictable populations.
In face of the predicted climate and landscape changes in Norwegian forests,
environmental variables, e.g. from satellite-derived vegetation indices, have the
potential to be a powerful tool for a sustainable management of ungulate populations.
Consequently, such information should be incorporated into the management of
ungulates in order to a) obtain a management of ungulate populations that is adapted to
regional mechanisms of environmental variation, and b) acquire a management that is
sustainable in face of future change in climate and landscape that may vary regionally.
This calls for a regional differentiation in management strategies.
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Introduction
The foraging niche of temperate ungulates
Herbivores as a functional group have been claimed to have access to unlimited
resources of food (Hairston et al. 1960, Slobodkin et al. 1967). Although this may not
be true world-wide, or for all seasons (Polis 1999, Danell & Bergström 2002, Bond
2005), temperate and boreal regions certainly provide huge amounts of plant biomass
during summer, and only a small proportion of this is utilised by herbivores (Slobodkin
et al. 1967, Polis 1999, Danell & Bergström 2002). Much of the biomass produced in
summer is available also during winter as twigs and stem. It has therefore been argued
that herbivores are not limited by their food resources, but rather regulated by predators,
pathogens or parasites (Slobodkin et al. 1967, Danell & Bergström 2002). However,
individual species do not have the same broad diet niche as the functional group they
belong to (Hofmann 1989), and the world may not be as green for a species as for a
functional group. Still, species of large temperate herbivores (such as moose Alces alces
and roe deer Capreolus capreolus) have broad diets, ranging from herbs, grass and other
field-layer species, to twigs and shoots from trees and shrubs (Sæther & Andersen 1990,
Andersen & Sæther 1996, Duncan et al. 1998, Shipley et al. 1998, Latham et al. 1999,
Illius et al. 2002). The ability to utilise a variety of different plant species is necessary
since the abundance of species may vary considerably both in time and space. The
abundance of forage is thus closely related to the annual net primary production
(ANPP), and determines the quantity of forage available (Polis 1999). However, access
to forage may be limited even if food abundance is high, e.g. by snow cover during
winter (Sæther & Andersen 1990, Andersen & Sæther 1996).
The value of a plant item as a forage resource is determined by the nutrient
content and the digestibility of the item (VanSoest 1994). The nutrient content is often
measured as content of crude protein, or the proportion of important nutritional
components like nitrogen (N), phosphorus (P) or calcium (Ca), often measured as the
ratio between nitrogen and carbon (the N:C-ratio; VanSoest 1994). The digestibility is
the actual ability to absorb the nutrients that are present from the plant items, and relates
to among other things, the fibre content and the presence of chemical components
(mainly plant defences) like tannins or phenols in the plant tissue (VanSoest 1994,
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Danell & Bergström 2002). Both the nutrient content and digestibility vary considerably
between plant species, and within species it varies between locations, seasons and years
(Molvar et al. 1993, VanSoest 1994, Wilmshurst et al. 1995, Fryxell et al. 2005a).
Preferences for individual plant species or structures as forage among herbivore species
is thus reflected by the digestibility and nutrient content of the plants (Skogland 1980,
1984, White 1983, Allison 1985, Danell et al. 1985, Sæther & Andersen 1990, Bø &
Hjeljord 1991, Fryxell 1991, Doucet & Fryxell 1993, McArthur et al. 1993, OwenSmith 1994, Wilmshurst et al. 1995, Duncan et al. 1998, Danell & Bergström 2002,
Illius et al. 2002).
Together, these three components, quantity, quality and accessibility, constitute
the foraging niche (in the basic niche concept of Hutchinson 1957) of herbivores.
Because these three factors may vary considerably both annually, seasonally, and
between habitats, the realised foraging niche experienced by an individual or a
population varies correspondingly. Although much of the variation in plant biomass and
quality in a given area is explained by soil characteristics (Moen 1999, Polis 1999), a
considerable proportion of the spatial variation, and the majority of temporal variation is
attributed to climatic conditions, e.g. temperature, moisture and incoming solar radiation
(Moen 1999, Polis 1999). These factors are thus able to create spatial and temporal
variation in plants that influence one or several of the components of ungulates foraging
niche (Skogland 1984, Jonasson et al. 1986, Sæther & Andersen 1990, Bø & Hjeljord
1991, Albon & Langvatn 1992, Andersen & Sæther 1992, Sæther & Heim 1993, OwenSmith 1994, Sæther et al. 1996, Post & Stenseth 1999, Mysterud et al. 2001a, Pettorelli
et al. 2001, Lenart et al. 2002, Olff et al. 2002). The foraging niche of ungulates is
therefore a complex composition of three factors that may co-vary or vary
independently in time and space (Parker 2003, Fryxell et al. 2005a).
Several studies stress the importance of quality, rather than quantity or
accessibility, for foraging behaviour and ecology in temperate and arctic herbivores,
particularly during winter (White 1983, Sæther & Andersen 1990, Bø & Hjeljord 1991,
Andersen & Sæther 1992, Duncan et al. 1998, Lenart et al. 2002). Of particular
importance is the availability of a balanced ratio of nutrients in the diet (Fryxell &
Lundberg 1997). The importance of forage quality is further emphasised by evidence
that small increases in quality of forage can strongly influence animal performance, e.g.
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body mass, through a multiplier effect (White 1983). However, it has proven hard to
distinguish between the relative importance of the three components on individual or
population performance of wild ungulates (Hanley 1997, Parker 2003). Often, climate
indices or weather observations are used as general measures of environmental
conditions, but linking climate to the individual components that influence foraging
niche is not straightforward. Certainly, the need for data that describe the temporal and
spatial variation in foraging conditions for ungulates is evident. Such data should have a
high spatial and temporal resolution, cover several years, and have measures that are
directly related to ungulate foraging ecology, i.e. the plants and their variation in
abundance and quality.
Previously, such data have been hard to acquire. However, lately, several
sources of data that meet these requirements have become readily available through
vegetation indices derived from satellite-images (Kerr & Ostrovsky 2003, Parker 2003,
Pettorelli et al. 2005). One example is the GIMMS data set (Høgda et al. 2001, Tucker
et al. 2001, Zhou et al. 2001). The high temporal resolution (15 days between each
image) allows an estimation of several important variables related to plant phenology
(Høgda et al. 2001, Pettorelli et al. 2005). Furthermore, with a spatial resolution of 8x8
km2, available since 1982, and measurements that relate directly to plant performance
through variation in photosynthetic activity (Reed et al. 1994, Pettorelli et al. 2005), the
GIMMS data offers several new approaches to research on ecological mechanism
related to ungulates (Pettorelli et al. 2005). The recent availability of this information
allows the testing of specific hypothesis related to the effects of variation in foraging
conditions on ungulates performance. But, in order to do so, one first needs a better
understanding of how these variables relate to variation in the components of the
foraging niche of ungulates.

Foraging niche and body mass in ungulates
Temperate ungulates often show large intra-specific variation in phenotypic traits,
demography and population dynamics, both in time and space (Gaillard et al. 2000).
One phenotypic trait of particular interest is body mass. In ungulates, body mass is one
of the first traits to be influenced by environmental variation (Sæther 1997, Lindström
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1999), and in turn has been repeatedly shown to influence several important life-history
traits. For various temperate ungulate species a high body mass is related to high
survival (Putman et al. 1996, Loison et al. 1999a, Garrott et al. 2003), high reproduction
rates (Sand 1996, Solberg et al. 2002, Stewart et al. 2005), large litter size (Andersen et
al. 2000), a longer reproductive period in females (Sæther & Haagenrud 1983, Albon et
al. 1987, Langvatn et al. 1996, Sæther et al. 1996, Sand 1996), higher reproductive
success in males (Clutton-Brock et al. 1982, Kruuk et al. 1999, Mysterud et al. 2004),
and higher future reproductive success of offspring (Albon et al. 1987, Andersen &
Linnell 1998, Beckerman et al. 2002, Garrott et al. 2003). Factors that influence body
mass thus have influence on both individual and population performance.
Recently, a more thorough understanding of how body mass influences
population dynamics has been developed, both theoretically and empirically, using
long-term time-series that include both individual measures of body condition and
reproductive performance (Gaillard et al. 2003). One important factor emphasised by
these studies is the lasting effects of cohort variation in body mass (Loison & Langvatn
1998, Forchhammer et al. 2001, Gaillard et al. 2003, Solberg et al. 2004), which may
even last for generations (Beckerman et al. 2003). Such cohort effects arise mainly
through variation in environmental conditions at critical stages for growth and
development (Beckerman et al. 2003). The life-long performance of this cohort thus
depends of the environmental conditions at young ages (Beckerman et al. 2003).
Environmental conditions that affect forage conditions (i.e. the quantity, quality
and accessibility of plants) therefore have important effects on traits that shape
population dynamics, through their effect on body mass. If one can recognise the
environmental factors that, by creating variation in the foraging niche, shape body mass
variation, it should be possible to get a better understanding on how variation in the
foraging niche space influences important life history traits. Being able to locate a
population in the foraging niche makes it possible to further explore the consequences
this has for variation in phenotypes. In particular, one can expect variation in
vulnerability to environmental stochasticity to differ between populations that are
located differently in the foraging niche. If one can predict the response to
environmental conditions, it should be possible to adjust the harvest management
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according both to the regional phenotypic traits, and according to environmental
conditions, so as to counter the predicted changes in population performance.

Management of Scandinavian wild ungulates
Ungulates are intensively managed in Scandinavia (Cederlund et al. 1998, Lavsund et
al. 2003). Wildlife managers face several challenges when they set quotas to achieve the
desired population sizes. Dense population can cause substantial damage to agricultural
crops and forests in early stages (Sæther et al. 1992, Latham et al. 1999, Ward et al.
2004). Furthermore, with high ungulate density, the frequency of traffic collisions
increases (Seiler 2005), with high associated socio-economic costs (Sæther et al. 1992,
Seiler 2005). On the other side, there are many benefits of ungulates including
economic income for landowners by selling hunting permits, recreational opportunities,
and their potential as food resources. Modern management aims to balance these
considerations.
In Scandinavia, the management of ungulates is mainly done by setting
harvesting quotas based on the previous year's harvest or abundance indices based on
observation made during the harvest (Cederlund et al. 1998, Solberg et al. 1999,
Lavsund et al. 2003). The goal the last decades has been to increase the production,
primarily through selective harvest by biasing quotas to calves and adult males,
retaining the reproductive part of the population, and consequently increasing the
population's potential growth rates (Cederlund et al. 1998, Lavsund et al. 2003).
However, this has resulted in skewed age- and sex-structures in many of the populations
(Langvatn & Loison 1999, Solberg et al. 2002, 2005), introducing several unwanted
side effects related to the skewed sex- and age structures (Mysterud et al. 2002, Solberg
et al. 2002, 2005). Despite the attempts of managers who aim for stability, populations
have been shown to fluctuate between years. This can partially be due to the fact that
environmental conditions that can influence the performance of a population are seldom
accounted for in the management system. This has the potential to increase the
fluctuation in population size (Haydon & Fryxell 2004). The time-lag in management
response to changes can further increase the magnitude of these fluctuations. Therefore,
knowledge of how the environment influences the performance of herbivore
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populations, both directly through survival and recruitment, or indirectly through body
mass variation creating cohort effects, should make it possible to adjust management to
be more adapted to environmental variation operating on a local or regional scale.

Aims for the thesis
In this thesis, I aim to search for mechanisms that relate environmental conditions to
spatial and temporal variation in vegetation and the performance of wild ungulate
populations. Furthermore, I aim to explore if and how the managers of ungulate
populations is able to incorporate environmental variation when setting harvesting
quotas.
More specifically, the following questions are addressed:
1. How do different indices of environmental conditions relate to plant
performance (paper I)? Plant performance, e.g. measured as radial growth in perennial
woody plants, is influenced by variation in the environment (Linderholm et al. 2003).
This can create variation in growth rate between different locations (Linderholm et al.
2003). Furthermore, temporal variation in the environment can generate fluctuations in
the plants' suitability as forage for herbivores. The environmental variation can be
measured from several sources, e.g. weather observations, large-scale climate-indices,
and indices of environmental phenology from remotely sensed images. In order to
understand how these variables can influence ungulate populations, we first need
knowledge about how variation in plant performance relate to these environmental
variables.
2. How does the spatial variation in phenotypes among ungulate populations
relate to environmental conditions associated with their foraging niche (paper II and
paper III)? Through the effect on forage plants, variation in the environment can
influence ungulate phenotypes, particularly body growth and body mass (Sæther 1997).
This can create differences in body mass between populations.
Body mass often shows latitudinal gradients, and several hypotheses exist to
explain this pattern. The most important are: A) Winter severity increases with latitude,
and this selects for larger body size, either due to a better heat conservation in large
individuals (Bergmann's rule, e.g. Ashton et al. 2000) or due to the ability to tolerate
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long periods of food shortage during winter (Boyce 1979, Lindstedt & Boyce 1985). B)
Population densities influence body mass through intraspecific competition for forage
(Stewart et al. 2005). Latitudinal gradients in population densities could then shape
gradients in body mass. C) Forage quality increases with latitude (Bliss 1962, Klein
1970), and even small changes in forage quality can have large impact on body growth
and development through the multiplier effect (White 1983).
Ungulates often show some degree of sexual size dimorphism (Loison et al.
1999b, Pérez-Barbería et al. 2002). This can be due to faster growth and/or a longer
growth period for one sex over the other, most commonly the male in ungulates (Loison
et al. 1999b). Variation in factors related to body growth is thus expected to influence
the degree of sexual size-dimorphism. This includes variation in foraging conditions,
population densities, and variation in reproductive effort in males and females between
populations.
3. How does the temporal variation in body mass in ungulates relate to
environmental conditions associated with their foraging niche (paper IV and paper V)?
Temporal variation in body mass is expected to be related to temporal variation in
foraging conditions, e.g. through variation in quantity or quality of the forage (Sæther et
al. 1996, Sæther 1997). However, body mass may also be influenced by population
density through intraspecific competition for food (Solberg et al. 2004, Stewart et al.
2005), and by winter conditions influencing loss of body tissue (Reimers 1984,
Cederlund et al. 1991).
4. Do population characteristics that are related to the realised foraging niche,
influence the susceptibility to environmental stochastisity (paper IV)? Variation in the
niche-localisation among populations may be visualised through individual performance
(Holt & Gomulkiewicz 1997), e.g. in phenotype traits like body mass. Vulnerability to
environmental stochastisity may be related to the niche localisation in two respects. A)
Individuals that have a niche localisation close to the optimum (e.g. have a higher body
mass) are less vulnerable than small individuals since they have a buffer of resources
available to meet poor environmental conditions. B) Individuals that have a niche
localisation close to the optimum are able to benefit more from favourable conditions
than individuals located far from the optimum, and should therefore respond more
rapidly to environmental variation. These effects can also be visualised through other
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buffers of resources, e.g. through available forage resources measured as population
density in relation to available plant biomass.
5. To what degree are managers able to incorporate the effect of environmental
conditions on population dynamics in their management of populations (paper V)?
Often, quotas are based on counts or indices from previous years, or counts during
spring prior to the hunt in autumn (Cederlund et al. 1998, Solberg et al. 1999, Lavsund
et al. 2003). However, vital rates may vary considerably between years, often as a
consequence of environmental variation (Skogland 1984, Grøtan et al. 2005). This can
create variation in population size that not are detectable from indices of population size
from previous year, or counts prior to the breeding period. If managers are not able to
take into account the effect of environmental variation on population dynamics when
they set the hunting quotas, population may have unexpected and large fluctuations
(Haydon & Fryxell 2004, Fryxell et al. 2005b).

Methods
Study species
In order to answer the questions raised in this thesis, I have focused my analysis on four
species, two wild and one domesticated ungulates, and one plant.
The moose is the largest ungulate in the Scandinavian forests, with a live adult
weight of above 500 kg in males, females being approximately 25 % lighter (Solberg &
Sæther 1994, Andersen & Sæther 1996). Moose forage on grasses, herbs, heather and
some browsing of deciduous trees like several Salix spp., rowan (Sorbus aucuparia),
aspen (Populus tremula) and birch (Betula pubescens) during summer (Bø & Hjeljord
1991, Andersen & Sæther 1996), while during winter when snow cover limits the access
to plants at the ground layer, the diet switches to browsing of twigs and shoots,
preferably deciduous species (Sæther & Andersen 1990, Andersen & Sæther 1996). The
rut occurs mainly during late September, early October, but adult females that are not
fertilised at the first attempt may have a second ovulation during November (Andersen
& Sæther 1996). Calves (one - three, two are most common in multiparous females,
Andersen & Sæther 1996) are born at the end of May - start of June (Sæther et al. 1996),
and females first ovulate in their second or third autumn, depending on body mass
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(Sæther & Haagenrud 1985, Sæther & Heim 1993, Andersen & Sæther 1996, Sand
1996).
The roe deer is the smallest ungulate in Scandinavia, with adult animals of both
sexes reaching a live body mass of 30 kg with very limited sexual size dimorphism
(Andersen et al. 1998). Their diet consist mainly of herbs during summer (Cederlund &
Nyström 1981, Duncan et al. 1998, Latham et al. 1999), while during winter, they
switch to more browsing when snow cover limits the access to ground species
(Cederlund & Nyström 1981, Holand et al. 1998). Their rut lasts from late July to mid
August, and females ovulate only once during this period (Hoffmann et al. 1978), with
implantation of the blastocysts delayed by 5 months (Sempéré et al. 1998). One to three
fawns are born during May - June (Andersen & Linnell 1997), where litter size is higher
for multiparious and heavy females (Andersen et al. 2000).
In Norway, we can separate between wild reindeer (most reindeer populations in
southern Norway) and semi-domesticated reindeer (all of northern Norway and some
populations in southern Norway; Fauchald et al. 2004), both belonging to the species
Rangifer tarandus. In this thesis, we only use data from semi-domesticated reindeer
populations, and refer to semi-domesticated reindeer only by reindeer henceforth. The
reindeer herds are driven between seasonal ranges, following natural migration routes
mostly between coastal areas with access to herbs and graminoids in summer and more
continental areas with high lichen cover during winter (Fauchald et al. 2004). In
autumn, prior to the movement to the winter ranges, a proportion of each age- and sexclass is slaughtered. The live body mass in autumn for reindeer calves is approximately
40 kilograms, but can vary considerably between herds and years, e.g. due to the plant
quality on the summer and winter ranges (Fauchald et al. 2004).
Both moose and roe deer are harvested by human hunters throughout Norway.
Hunting occurs during autumn (August - December for roe deer, September October/November for moose), with a break in the moose hunt during the peak of the
rut. Harvesting regimes are intended to promote high recruitment rates, and quotas are
set for a relatively high harvest of calves and males, and low harvest of reproductive
females. Hunting can generate a selection for groups of animals killed, e.g. size-specific
harvest mortality (Skogland 1988). However, since both moose and roe deer seldom
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operates in flocks during the hunting season, hunters' selection for size is not likely to
occur in these species.
Juniper (Juniperus communis) is a diocious plant that has shrub-like morphs in
arctic and alpine environments (Høeg 1996). The distribution in Norway covers most of
the vegetation regions, from coastal heather to alpine tundra. Radial growth per year is
clearly visible as annual rings, and the growth varies considerably between locations
and years due to variation in the environments.

Study area
The study area in papers II, III and IV (Fig. 1) includes moose populations covering
the range of moose distribution in Norway (Lavsund et al. 2003). The areas are all
dominated by forest. The northern areas are mainly in the northern boreal zone (Moen
1999), dominated by birch (Betula pubescens) and Scots pine (Pinus sylvestris). Further
south, Norway spruce (Picea abies) dominates and the vegetation zones change to
southern boreal, and at the southernmost area, nemoral zone with some broad-leaf treespecies (Moen 1999). Commercial forestry is intensive throughout the whole area. All
areas are hilly, with the northernmost areas having the highest elevation ranges.
Agricultural areas mainly occur in the bottom of the valleys, and in the central and
southernmost areas (Moen 1999), but make up only a small proportion of the land area.
In the coastal areas, winters are generally warmer and have more precipitation than the
inland areas which have a continental climate, influencing whether precipitation comes
as snow or rain during winter. However, the coastal areas in the north still have most of
the precipitation during winter as snow.
Finnmark county, from where data used in paper I (Fig. 1) was collected,
constitutes the northernmost part of the mainland of Norway. The tree-limit here is at
400 - 500 metres above sea level, with a clear coast-inland gradient in the tree-limit
exists, with tree-limit being closer to sea-level for the coastal areas (Moen 1999). The
topography is hilly at the coastal areas, while the inland is dominated by the large flat
Finnmarksvidda plateau. Only a small proportion of the county is used for agricultural
purposes.
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The island from where the data analysed in paper V are collected (Fig. 1) is
located in the southern boreal zone (Moen 1999). The island is dominated by a mixture
of agriculture areas and mixed forest. The climate is coastal, thus snow-depths are rather
low during winter.

Data collection
Population data
Individual data on harvested moose were gathered for the period 1982 - 2002,
yielding population specific information on body mass, age, and sex (Solberg et al.
1997). Body mass was measured as carcass mass, which is the mass of the individual
minus head, skin, metapodials, bleedable blood and viscera, and constitutes on average
50 % of total body mass (Wallin et al. 1996). Age was determined based on tooth
replacement in the lower jawbone for calves and yearlings, and by counting the number
of layers in the secondary dentine of the incisor for 2.5 years old and older individuals
(Haagenrud 1978, Hamlin et al. 2000). The moose harvest is organised through hunting
districts within municipalities, and for analysis one municipality (average size is 875
km2) is considered to be one population. The populations cover the range of moose
distribution in Norway, from the southern populations inhabiting the boreo-nemoral
vegetation zone, to arctic populations in the northern boreal zone (Fig. 1). As indices of
population density, the number of moose killed during the harvest in relation to aboveground primary production (from the phenology indices, see below), was used.
Since 1984, individual data on roe deer killed during the annual harvest has been
collected from the island of Ytterøya (28 km2) in Trondheim fjord (Fig. 1). These data
included carcass mass (measured as for moose), age, and sex. Age was determined by
tooth replacement pattern in the lower jawbone in fawns and yearlings (Aitken 1975),
and from tooth wear patterns based in adults.
The reindeer data is collected through the Ecosystem Finnmark project
(Fauchald et al. 2004), where the body mass of slaughtered calves is monitored for each
reindeer husbandry annually. In addition, juniper twigs were sampled in 2003 on an area
covering the summer ranges of the reindeer herds (Fig. 1). These twigs allowed for
measuring the annual radial growth of juniper for each location.
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Figure 1. Norway with the populations of moose, roe deer and reindeer, and locations of juniper
samples used in this thesis.
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Climatic data
For each population (roe deer and moose), climatic data from the closest weather station
were collected. For some populations, the distance to closest weather station was rather
long (more than 100 km), and I always chose a station within the same climatic zone
(e.g. coastal, continental) as the study population. The climatic data included monthly
measures of precipitation, temperature and snow cover. The North Atlantic Oscillation
(NAO) is a climate phenomenon influencing temperatures and precipitation in the
North-Atlantic (Hurrell 1995), and has been widely used in ecological research (Hurrell
et al. 2003, Mysterud et al. 2003a). It is expressed by an index based on the difference
of normalised sea level pressures between Lisbon, Portugal, and Stykkisholmur,
Iceland, from 1864 through 2004 for the winter period (December - March). A high
positive NAO index is generally associated with relatively warm winters with much
precipitation in the northern Atlantic coastal Europe, whereas low values of the index
tend to result in cold winters with low levels of precipitation (Hurrell 1995). The Arctic
Oscillation is closely related to the NAO (Thompson & Wallace 1998), but predicts
weather events better at higher latitudes (Thompson & Wallace 1998). The NAO- and
AO indices for the study period were retrieved from the web sites
http://www.cgd.ucar.edu/cas/jhurrell/indices.html (last read 1. June 2005) and
http://horizon.atmos.colostate.edu/ao/ (last read 14. November 2005), respectively.

Satellite-derived indices on plant phenology
The Global Inventory Monitoring and Modelling System (GIMMS) Normalised
Difference Vegetation Index (NDVI) dataset is based on satellite images from the
Advanced Very High Resolution Radiometer (AVHRR) sensor onboard the afternoonviewing NOAA-satellite series (Tucker et al. 2001). The GIMMS-data exist in several
spatial resolutions, however, for these analyses, the resolution was approximately 8 x 8
km2. In order to minimise distortions due to atmospheric conditions (e.g. clouds, haze),
15-days maximum composites were used, together with a median kernel filter, to
describe the annual NDVI-curves. NDVI is a vegetation index used as a surrogate for
photosynthetic capacity, and measured as (Myneni et al. 1995):
NDVI = (NIR - RED)/(NIR + RED),
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Where NIR and RED are the near-infrared and red, respectively, band from the satellite
images. The annual curve in the Northern Hemisphere will typically have a very low
value during winter, increase rapidly during spring to a high value in early summer, and
decrease during autumn (Tucker et al. 1986). The shape of the curve will vary
regionally, particularly along a latitudinal gradient (Tucker et al. 1986), like in our study
area (Fig. 2b). From the annual phenology curve, eight variables known to be related to
plant phenology (Reed et al. 1994, Pettorelli et al. 2005) were calculated (Fig. 2a).
Onset of spring (OS) is measured as the week number in spring when NDVI-values
reach levels corresponding to leaf burst on birch. Onset of autumn (OA) is the week
number in autumn when NDVI-values drop below the corresponding value. Length of
growing season (LGS) is then the number of weeks between OS and OA. Peak time
(PT) is the week number in summer when NDVI-value reaches its highest level, while
Peak value (PV) is the NDVI-value at this time. Length of spring (LOS) is number of
weeks between OS and PT. Derived spring NDVI (DSN) is measured as the NDVIvalue at OS, minus the NDVI-value at the previous 15-day composite image, and
integrated NDVI (IN) is the area below the curve from OS to OA.

Figure 2. a) A schematic illustration of the phenological indices derived from the annual NDVI-curve. b)
The annual phenology curve from the northernmost (solid line) and southernmost (dashed line) moose
populations (Fig. 1). Abbreviations: OS = onset of spring, OA = onset of autumn, PT = peak time, LS =
length of spring, LGS = length of growing season, DSN = derived spring NDVI, IN = integrated NDVI,
PV = peak value.

The phenology indices can relate to several variables important for the value of
plants as forage for herbivores (Reed et al. 1994, Veroustraete et al. 1996, Boelman et
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al. 2003, Dong et al. 2003, Wang et al. 2004a, b). Most important is probably 1) onset
of spring determines how early herbivores can start feeding on high-quality forage after
the winter, 2) onset of autumn indicate when high-quality forage is no longer available,
and 3) length of growing season indicates for how long a period high-quality forage is
available. Moreover, 4) peak time indicates when photosynthetic activity reach its
highest level, and plant quality (particularly N:C-ratio) is known to decrease after this,
5) the peak value indicates how much foliage is available at the maximum, while 6) the
length of spring indicates for how a long period high-quality forage is available, where a
long spring provides high-quality forage for a longer period than a short spring. Finally,
7) derived spring NDVI reflects the rate of greenness development during spring, while
8) integrated NDVI is considered as a measure of foliage biomass production during the
growing season.

Statistical procedures
For all comparisons between the environmental conditions, including the climatic
variables, the satellite derived phenology indices, and body mass, we used linear
models, accounting for age and sex where relevant. Although such relationships have
shown non-linear relationships in some studies (Mysterud et al. 2001b), we did not
consider our sample size (counted as number of populations or number of years for a
population) to be of sufficient size to account for non-linearity. In addition, visual
inspection of our data plots did not indicate any obvious non-linear patterns.
As the data regarding moose and roe deer were obtain from hunter harvest, there
was considerable variation in the kill date. The body mass of cervids may vary
considerably through length of an autumn hunting season, e.g. calves and yearlings
grow heavier, while adult males often lose body mass during the rut (Miquelle 1990,
Solberg et al. 2004). This variation may affect the estimation of mean annual body
mass, and to account for this, carcass weights were adjusted by regional estimates of
change in body mass during hunting season for each age and sex-class (paper II, III
and V). Body mass measures for populations were averaged for each age- and sexclass, for each year. Furthermore, for the analyses concerning geographical gradients in
body mass (paper II), the means of all annual values for each population were used. In
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paper III, the adjusted carcass mass were used to fit sex-specific growth curves for
each population to estimate adult body size, the decay rate, and the time of active body
growth.
With known age of the harvested individuals, one can reconstruct the minimum
number of individuals alive in a specific year, if the data have been collected long
enough to allow several cohorts to pass completely through the population, assuming
that the hunting effort and age-specific hunting vulnerability are relatively stable from
year to year (Fryxell et al. 1988, 1991, Solberg et al. 1999, 2004). As the age of the roe
deer killed during hunt at Ytterøya was known for a sufficient number of years, the
population was reconstructed and its density, growth-rate and adult sex ratio calculated
annually based on the reconstruction.
To remove any influence of location-specific macroclimate and temporal
autocorrelation in the time series of paper I and IV, first-order differentials were
extracted from standardised growth for each juniper location, and body mass from
reindeer and moose populations (Chatfield 1989).

Results and discussion
Question 1
How do different indices of environmental conditions relate to plant performance?
The radial growth of juniper was positively related to i) summers that were
warm and with little precipitation, ii) spring with a steep plant development progression,
and iii) low snow-depths in April. Thus, several of the indices of environmental
conditions were able to explain the variation in plant performance. This included both
weather observations and indices derived from satellite images. Plant growth seems to
depend on the length of periods with high temperatures (Chapin et al. 1995, Arft et al.
1999, Linderholm et al. 2003). During years with warm and sunny spring and summers,
plants have more resources available for growth, whereas access to water not seems
limiting for plant growth at this latitude, a common observation in coastal temperate
regions (Linderholm et al. 2003). The higher growth in warm summers is likely to
decrease the proportion of nutrients in the tissues, and make the plants less suitable as
forage (Deinum 1984, Bø & Hjeljord 1991, Chapin et al. 1995, Lenart et al. 2002).
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Juniper is not selected as forage by Scandinavian ungulates (Andersen & Sæther 1996,
Duncan et al. 1998, Skogland 1994, Gebert & Verheuden-Tixier 2001), and variation in
growth is thus likely to not be influenced by variation in ungulate density. Since several
studies indicate that plants at least within a functional group and within vegetation
zones respond in a similar manner to variation in the environment (Kellomäki &
Kolström 1994, Chapin et al. 1995, Arft et al. 1999, Post & Stenseth 1999, Lenart et al.
2002), juniper growth may be a good indicator of variation in environmental conditions
that affect ungulates.
The importance of plant growth rate on the quality of the plants was reflected by
the negative correlation between juniper growth and autumn body mass of reindeer
calves that grazed in the study area during summer. Accordingly, the sources of
environmental conditions, and in particular those that relate to spring and early summer,
are able to predict variation in the components of the foraging niche of ungulates. Thus,
environmental variables originating both from weather observations and from satellitederived vegetation indices, reflects foraging conditions for ungulates. These
measurements provide a tool for investigating the effect of temporal and spatial
variation in forage conditions on ungulate populations.

Question 2
How does the spatial variation in phenotypes between ungulate populations relate to
environmental conditions associated with their foraging niche?
Mean body mass varied considerably among Norwegian moose populations, and
showed a very clear latitudinal trend with higher body mass in the north. No single
environmental variable gave a better fit of the body mass variation between populations
than latitude, but a variable describing the shape of the environmental phenology curve
came closest. According to this variable, higher body mass was found in areas that had a
late onset of spring, a short and intense summer, a relatively early onset of autumn, and
accordingly a long winter. This supports two hypotheses regarding the latitudinal
gradient in body mass.
Firstly, forage quality of plants in general increases with latitude as a result of
the plants adaptation to the short summers with long days (Bliss 1962, Klein 1970).
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These growing conditions force the plants to allocate resources to growth and
reproduction, rather than anti-herbivore mechanisms, e.g. chemical components (Bliss
1962). This will then benefit the herbivores, and can explain the latitudinal gradient in
body size reported for several species (red deer Cervus elaphus; Langvatn & Albon
1986, roe deer; Andersen et al. 1998, moose; Sand et al. 1995). Accordingly, moose at
higher latitudes benefit from higher quality of forage during summer, and possibly also
during winter. This can generate large effects on body mass through the multiplier effect
(White 1983).
Secondly, in harsh environments, mortality during winter can be size-dependent,
i.e. mortality increases with decreasing body mass (Lindstedt & Boyce 1985). This
selects for faster growth, since individuals that grow fast during summer and autumn
have higher survival during winter. However, as non-human related moose mortality in
general is low during winter in Norway (Sæther et al. 1996, Stubsjøen et al. 2000) and
seems unaffected by latitude (Sæther et al. 1996, Stubsjøen et al. 2000), this selection
seems to be of minor importance in our study populations at present. However, the
selection pressure for large sizes may have been higher in northern Norway than in
southern Norway in the past, creating the gradients in body mass that we observe today.
Accordingly, the present latitudinal gradients in body mass can relate to their ability to
tolerate long periods of fasting. As both the forage quality and the fasting tolerance
hypotheses seems likely, and are not mutually exclusive, we suggest both to be likely in
shaping the latitudinal gradient in moose body mass in Norway.
A multiple model with several of the environmental variables included achieved
a better fit than latitude alone. The effect of environmental phenology on body mass
variation was also strong in this model, even when accounting for latitude, suggesting
that this variable follows other gradients than the latitudinal gradient alone.
Accordingly, several climate gradients may generate body mass differences. This
includes coast-inland gradients, altitude-gradients or gradients in population densities.
Thus, the results are in accordance with several studies on body mass variation in
moose: it increases with latitude, and decreases with increasing population density,
altitude and decreasing winter severity (e.g. Sand et al. 1995, Sæther et al. 1996,
Hjeljord & Histøl 1999, Ericsson et al. 2002, Solberg et al. 2004). This suggests that
variation in body mass between Norwegian moose populations are shaped firstly on a
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latitudinal gradient in environmental phenology influencing plant quality and selection
for fasting tolerance, and secondly along other ecological gradients including coastinland, altitude or population density.
There were considerable difference in the growth patterns of males and female
moose. Males grow faster and for a longer time than females, and this difference
between the sexes varied between populations. Most apparent was the effect of the
length of the growing season of plants, i.e. the period between onset of spring and onset
of autumn. Populations that experienced short growing seasons had higher sexual sizedimorphism than populations that experienced long growing seasons. This was probably
a result of the higher forage quality of plants that have limited time for development
through the summer. Accordingly, the quality of forage influences how fast the moose
grow, and as females start reproduction at an earlier stage than males, the males benefit
from forage quality in terms of body mass for a longer period, increasing the sexual size
dimorphism.
In addition, populations with a highly female-biased sex-ratio had a low sexual
size-dimorphism. This most likely relates to at what age the males enter the
reproductive stage. Since reproductive success is related to both age and size in male
moose (Andersen & Sæther 1996), the best strategy when competing for females is to
grow large before starting the reproduction (Andersson 1994). This may not be the
situation if there is less competition for females due to a female-biased sex-ratio
(Mysterud et al. 2003b, Mysterud et al. 2004). Accordingly, the males allocate energy to
rutting and reproduction activity at an earlier stage in highly female-biased populations
(Mysterud et al. 2003b, Mysterud 2004), and sexual size-dimorphism decreases.

Question 3
How does the temporal variation in body mass in ungulates relate to environmental
conditions associated with their foraging niche?
Like the variation in body mass between moose populations, annual variation in
body mass within populations was also high. The body mass in autumn was positively
related to plant growing season that started early, had a slow plant development in
spring, lasted long, and to cold summers. These factors are related to high quality of
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plants as forage, but negatively to the biomass as measured as net primary production
(Deinum 1984, Bø & Hjeljord 1991, Lenart et al. 2002). Thus, the annual variation in
moose body mass is most likely shaped by variation in forage quality, rather than
quantity, during summer. This confirms earlier results regarding the importance of
forage quality in the diet of moose both during summer (Bø & Hjeljord 1991, Sæther &
Heim 1993, Sæther et al. 1996) and winter (Sæther & Andersen 1990, Shipley et al.
1998).
In the roe deer population, however, the body mass in autumn was not associated
with summer conditions. Rather, high body mass was related to low snow-depth the
previous winter. In addition, harsh winter conditions seemed to negatively influence
recruitment rates. As a very selective feeder (Latham et al. 1999), the roe deer may have
the ability to acquire sufficient amount of high-quality forage during summer despite
varying summer conditions. This may particularly be true in the heterogeneous
landscape on Ytterøya, with large areas of mixed agricultural and forested areas.
However, being less adapted to tolerate Scandinavian winters than the moose (Holand et
al. 1998), snow cover during winter may to a higher degree limit the accessibility to
forage, and increase the energetic expenditure related to movement (Holand et al. 1998).
This also influenced recruitment rates, possibly through increased rates of implantation
failure (Hewison & Gaillard 2001) or stillbirths (Andersen & Linnell 1998).
Accordingly, roe deer populations at the latitudinal limits of their distribution may be
most vulnerable to winter conditions (Grøtan et al. 2005).

Question 4
How do population characteristics that are related to the realised foraging niche,
influence how susceptible the population is to environmental stochastisity?
Moose populations with high mean body mass showed a lower response to
environmental variability compared to populations of small-sized individuals. The same
pattern existed between low- and high-density populations, where populations with high
density relative to the available plant biomass were more susceptible to environmental
variation. Not only did the effect of several environmental variables increase with
decreasing mean population body mass and increasing population density, the
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percentage of variation in body mass explained by environmental variables was higher
for populations with small individuals or high density, compared to populations with
larger-sized individuals or with low density. Although several mechanisms may account
for this, the results suggest that individuals that have access to a buffer of resources are
less vulnerable to severe climatic events (Skogland 1983, Hallett et al. 2004). This
buffer of resources may be stored as either body tissue (fat deposits) or be available as
forage (low population density and intraspecific competition). The climatic events
causing temporal body mass variation can be related to both winter conditions
influencing the utilisation of important body tissue, and forage quality in summer
important for restoration of body mass, growth, and development. A lack of a buffer of
resources thus creates patterns in vulnerability to environmental stochasticity that follow
gradients in the distance between the realised and optimum foraging niche, and
gradients in population densities relative to the available plant biomass.

Question 5
To what degree are managers able to incorporate the effect of environmental conditions
on population dynamics in their management of populations?
Both body mass and recruitment rates in the roe deer population at Ytterøya
were influenced by winter conditions. The variation in recruitment rates influenced the
growth rate of the population. However, the harvest of fawns was set to be 50% of the
total harvesting quotas, even if the proportion of fawns in the population varied
considerably between years. Accordingly, the take-off of fawns was too high in years
with low recruitment, i.e. if winter conditions were harsh. Thus, the harvest had a strong
effect on the population dynamics, indicated by the lack of density effect on growth
rate, the lack of response in population size to growth rate, and that population size was
highly correlated with harvest the previous year. This suggests that the harvesting
regime currently used at Ytterøya does not seem to adaptively account for variation in
the vital rates, in particularly the recruitment rates, that occur as a consequence of
variation in the environment. A more precise prediction of recruitment, or a monitoring
of juvenile population size prior to hunt, and adjusting the take-off of fawns according
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to the recruitment, is expected to reduce population fluctuations (Haydon & Fryxell
2004).

Future prospects
This thesis shows that environmental variables can be a good tool for predicting
variation in traits among and within ungulate populations, and that variation in these
traits can have consequences for the population dynamics, and thereby also for a
sustainable management of the species. The future management should attempt not only
to maximise production, but also to obtain populations that have age- and sex-structures
that allows mechanisms of sexual selection, to occur. This can be important for the
viability of the populations (Viken 2005). Finally, it is important to minimise the
negative effects of ungulate populations, e.g. damage to forest plantation and traffic
accidents.
Satellite-derived vegetation indices, together with weather observations, is today
perhaps the most appropriate measures for environmental variation in Norwegian forest
ecosystems. These ecosystems will inevitability experience change in the future. This is
both due to predicted global climate change (McCarthy et al. 2001, Saxe et al. 2001),
but also through a change in succession stages of the standing forest. Forestry is
possibly the factor that influences forage availability for ungulates most in Norwegian
forests.
Both these sources of change are detectable with readily accessible data. More
important will be to predict how the Norwegian forests appear in the future. Climate
change can change the species composition (Sætersdal et al. 1998), as well as the value
of species as forage for herbivores (Lenart et al. 2002). Similarly, succession of forest
stands leads to changes both in quantity and quality of forage (Sæther et al. 1992),
causing a change in the carrying capacity of an area. Since the magnitude and impact of
changes from both climate and landscape is likely to vary regionally (Høgda et al. 2001,
McCarthy et al. 2001), and since populations of ungulates do not necessarily respond to
variation in the environment in the same manner, the management of ungulates should
be spatially differentiated both according to the present landscape, expected future
changes, and to population characteristics.
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New programmes of satellite imagery provides data of higher quality, making it
possible to obtain even more information about the quality of the landscape, e.g.
through the MODIS-programme (Hansen et al. 2002, Myneni et al. 2002). A goal for
the future must be to incorporate such information into management of ungulates,
together with better knowledge about the relationships between the environment and
variation in population dynamics, in order to obtain sustainable management of healthy
ungulate populations.

References
Aitken, R.J. (1975) Cementum layers and tooth wear as criteria for ageing roe-deer
(Capreolus capreolus) Journal of Zoology, 175, 15-28
Albon, S.D. & Langvatn, R. (1992) Plant phenology and the benefits of migration in a
temperate ungulate. Oikos, 65, 502-513.
Albon, S.D., Clutton-Brock, T.H., & Guinness, F.E. (1987) Early development and
population dynamics in red deer. II. density-independent effects and cohort
variation. Journal of Animal Ecology, 56, 69-81.
Allison, C.D. (1985) Factors affecting forage intake by range ruminants: a review.
Journal of Range Management, 38, 305-311.
Andersen, R. & Sæther, B.-E. (1992) Functional response during winter of a herbivore,
the moose, in relation to age and size. Ecology, 73, 542-550.
Andersen, R. & Sæther, B.-E. (1996) Elg i Norge. Biologi, atferd og forvaltning.
Teknologisk forlag, Oslo.
Andersen, R. & Linnell, J.D.C. (1997) Variation in maternal investment in a small
cervid; The effects of cohort, sex, litter size and time of birth in roe deer
(Capreolus capreolus) fawns. Oecologia, 109, 74-79.
Andersen, R. & Linnell, J.D.C. (1998) Ecological correlates of mortality of roe deer
fawns in a predator-free environment. Canadian Journal of Zoology, 76, 12171225.
Andersen, R., Gaillard, J.-M., Liberg, O., & San José, C. (1998) Variation in life history
parameters. The European roe deer: The biology of success (eds R. Andersen, P.
Duncan & J.D.C. Linnell), pp. 285-307. Scandinavian University Press, Oslo
Andersen, R., Gaillard, J.M., Linnell, J.D.C., & Duncan, P. (2000) Factors affecting
maternal care in an income breeder, the European roe deer. Journal of Animal
Ecology, 69, 672-682.
Andersson, M. (1994) Sexual selection. Princeton University Press, Princeton.
Arft, A.M., Walker, M.D., Gurevitch, J., Alatalo, J.M., Bret-Harte, M.S., Dale, M.,
Diemer, M., Gugerli, F., Henry, G.H.R., Jones, M.H., Hollister, R.D., Jónsdóttir,

27

I.S., Laine, K., Lévesque, E., Marion, G.M., Molau, U., Mølgaard, P., Nordenhäll,
U., Raszhivin, V., Robinson, C.H., Starr, G., Stenström, A., Stenström, M.,
Totland, Ø., Turner, P.L., Walker, L.J., Webber, P.J., Welker, J.M., & Wookey,
P.A. (1999) Responses of tundra plants to experimental warming: meta-analysis
of the international tundra experiment. Ecological Monographs, 69, 491-511.
Ashton, K.G., Tracy, M.C., & de Queiroz, A. (2000) Is Bergmann's rule valid for
mammals? American Naturalist, 156, 390-415.
Beckerman, A., Benton, T.G., Ranta, E., Kaitala, V., & Lundberg, P. (2002) Population
dynamic consequences of delayed life-history effects. Trends in Ecology &
Evolution, 17, 263-269.
Beckerman, A.P., Benton, T.G., Lapsley, C.T., & Koesters, N. (2003) Talkin' 'bout my
generation: environmental variability and cohort effects. American Naturalist,
162, 754-767.
Bliss, L.C. (1962) Adaptation of arctic and alpine plants to environmental conditions.
Arctic, 15, 117-144.
Boelman, N.T., Stieglitz, M., Rueth, H.M., Sommerkorn, M., Griffin, K.L., Shaver,
G.R., & Gamon, J.A. (2003) Response of NDVI, biomass, and ecosystem gas
exchange to long-term warming and fertilization in wet sedge tundra. Oecologia,
135, 414-421.
Bond, W.J. (2005) Large parts of the world are brown or black: A different view on the
"Green World" hypothesis. Journal of Vegetation Science, 16, 261-266.
Boyce, M.S. (1979) Seasonality and patterns of natural selection for life histories.
American Naturalist, 114, 569-583.
Bø, S. & Hjeljord, O. (1991) Do continental moose ranges improve during cloudy
summers? Canadian Journal of Zoology, 69, 1875-1879.
Cederlund, G. & Nyström, A. (1981) Seasonal differences between moose and roe deer
in ability to digest browse. Holarctic Ecology, 4, 59-65.
Cederlund, G.N., Sand, H.K.G., & Pehrson, Å. (1991) Body mass dynamics of moose
calves in relation to winter severity. Journal of Wildlife Management, 55, 675681.
Cederlund, G., Bergqvist, J., Kjellander, P., Gill, R., Gaillard, J.-M., Boisaubert, B.,
Ballon, P., & Duncan, P. (1998). Managing roe deer and their impact on the
environment: maximising the net benefits to society. The European roe deer: The
biology of success (eds R. Andersen, P. Duncan & J.D.C. Linnell), pp. 338-372.
Scandinavian University Press, Oslo.
Chapin, F.S.I., Shaver, G.R., Giblin, A.E., Nadelhoffer, K.J., & Laundre, J.A. (1995)
Responses of arctic tundra to experimental and observed changes in climate.
Ecology, 76, 694-711.
Chatfield, C. (1989) The analysis of time series: an introduction. 4th edn. Chapman and
Hall, London.

28

Clutton-Brock, T.H., Guinness, S.D. & Albon, S.D. (1982) Red deer: behaviour and
ecology of two sexes. Chicago University Press, Chicago.
Danell, K. & Bergström R. (2002) Mammalian herbivory in terrestrial environments.
Plant-animal interactions - An evolutionary approach (eds. C..M. Herrera & O.
Pellmyr), pp 107-131. Blackwell Science Ltd., Oxford.
Danell, K., Huss-Danell, K., & Bergström, R. (1985) Interactions between browsing
moose and two species of birch in Sweden. Ecology, 66, 1867-178.
Deinum, B. (1984) Chemical composition and nutritive value of herbage in relation to
climate. The impact of climate on grass production and quality (eds H. Riley &
A.O. Skjelvåg), pp. 338-350. The Norwegian state agricultural research stations,
Ås, Norway.
Dong, J., Kaufmann, R.K., Myneni, R.B., Tucker, C.J., Kauppi, P.E., Liski, J.,
Buermann, W., Alexeyev, V., & Hughes, M.K. (2003) Remote sensing estimates
of boreal and temperate forest woody biomass: carbon pools, sources and sinks.
Remote Sensing of Environment, 84, 393-418.
Doucet, C.M. & Fryxell, J.M. (1993) The effect of nutritional quality on forage
preference by beavers. Oikos, 67, 201-208.
Duncan, P., Tixier, H., Hofman, R.R., & Lechner-Doll, M. (1998). Feeding strategies
and the physiology of digestion in roe deer. The European roe deer: The biology
of success (eds R. Andersen, P. Duncan & J.D.C. Linnell), pp. 91-116.
Scandinavian University Press, Oslo.
Ericsson, G., Ball, J.P., & Danell, K. (2002) Body mass of moose calves along an
altitudinal gradient. Journal of Wildlife Management, 66, 91-97.
Fauchald, P., Tveraa, T., Yoccoz, N.G., & Ims, R.A. (2004) En økologisk bærekraftig
reindrift - Hva begrenser naturlig produksjon og høsting? NINA Fagrapport, 76,
1-35.
Forchhammer, M.C., Clutton-Brock, T.H., Lindström, J., & Albon, S.D. (2001) Climate
and population density induce long-term cohort variation in a northern ungulate.
Journal of Animal Ecology, 70, 721-729.
Fryxell, J.M. (1991) Forage quality and aggregation by large herbivores. American
Naturalist, 138, 478-498.
Fryxell, J.M. & Lundberg, P. (1997) Individual behavior and community dynamics.
Chapman & Hall, New York
Fryxell, J.M., Mercer, W.E., & Gellately, R.B. (1988) Population dynamics of
Newfoundland moose using cohort analysis. Journal of Wildlife Management, 52,
14-21.
Fryxell, J.M., Hussell, D.J.T., Lambert, A., B., & Smith, P.C. (1991) Time lags and
population fluctuations in white-tailed deer. Journal of Wildlife Management, 55,
377-385.

29

Fryxell, J.M., Wilmshurst, J.F., Sinclair, A.R.E., Haydon, D.T., Holt, R.D., & Abrams,
P.A. (2005a) Landscape scale, heterogeneity, and the viability of Serengeti
grazers. Ecology Letters, 8, 328-335.
Fryxell, J.M., Smith, I.M., & Lynn, D.H. (2005b) Evaluation of alternate harvesting
strategies using experimental microcosms. Oikos, 111, 143-149.
Gaillard, J.-M., Festa-Bianchet, M., Yoccoz, N.G., Loison, A., & Toïgo, C. (2000)
Temporal variation in fitness components and population dynamics of large
herbivores. Annual Review of Ecology and Systematics, 31, 367-393.
Gaillard, J.-M., Loison, A., Toïgo, C., Delorme, D., & Van Laere, G. (2003) Cohort
effects and deer population dynamics. Ecoscience, 10, 412-420.
Garrot, R.A., Eberhardt, L.L., White, P.J., & Rotella, J. (2003) Climate-induced
variation in vital rates of an unharvested large-herbivore population. Canadian
Journal of Zoology, 81, 33-45.
Gebert, C. & Verheyden-Tixier, H. (2001) Variations of diet composition of red deer
(Cervus elaphus L.) in Europe. Mammal Review, 31, 189-201.
Grøtan, V., Sæther, B.-E., Engen, S., Solberg, E.J., Linnell, J.D.C., Andersen, R.,
Brøseth, H., & Lund, E. (2005) Climate cases large-scale spatial synchrony in
population fluctuations of a temperate herbiovre. Ecology, 86, 1472-1482.
Hairston, N.G., Smith, F.E., & Slobodkin, L.B. (1960) Community structure, population
control, and competition. American Naturalist, 94, 421-425.
Hallett, T.B., Coulson, T., Pilkington, J.G., Clutton-Brock, T.H., Pemberton, J.M., &
Grenfell, B.T. (2004) Why large-scale climate indices seem to predict ecological
processes better than local weather. Nature, 430, 71-75.
Hamlin, K.L., Pac, D.F., Sime, C.A., DeSimone, R.M. & Dusek, G.L. (2000)
Evaluating the accuracy of ages obtained by two methods for Montana ungulates.
Journal of Wildlife Management, 64, 441-449.
Hanley, T.A. (1997) A nutritional view of understanding and complexity in the problem
of diet selection by deer (Cervidae). Oikos, 79, 209-218.
Hansen, M.C., DeFries, R.S., Townsend, J.R.G., Sohlberg, R., Dimiceli, C., & Carroll,
M. (2002) Towards an operational MODIS continuous field of percent tree cover
algorithm: examples using AVHRR and MODIS data. Remote Sensing of
Environment, 83, 303-319.
Haydon, D.T. & Fryxell, J. (2004) Using knowledge of recruitment to manage
harvesting. Ecology, 85, 78-85.
Hewison, A.J.M. & Gaillard, J.-M. (2001) Phenotypic quality and senescence affect
different components of reproductive output in roe deer. Journal of Animal
Ecology, 70, 600-608.
Hjeljord, O. & Histøl, T. (1999) Range-body mass interactions of a northern ungulate a test of hypothesis. Oecologia, 119, 326-339.

30

Hoffmann, B., Barth, D., & Karg, H. (1978) Progesterone and estrogen levels in
peripheral plasma of the pregnant and nonpregnant roe deer (Capreolus
capreolus). Biology of Reproduction, 19, 931-935.
Hofmann, R.R. (1989) Evolutionary steps of ecophysiological adaptation and
diversification of ruminants: a comparative view of their digestive system.
Oecologia, 78, 443-457.
Holand, Ø., Mysterud, A., Wannag, A., & Linnell, J.D.C. (1998). Roe deer in northern
environments: Physiology and behaviour. The European roe deer: The biology of
success (eds R. Andersen, P. Duncan & J.D.C. Linnell), pp. 117-137.
Scandinavian University Press, Oslo.
Holt, R.D. & Gomulkiewicz, R. (1997). The evolution of species' niches: a population
dynamic perspective. Case studies in mathematical modelling: ecology,
physiology, and cell biology (eds H.G. Othmer, F.R. Adler, M.A. Lewis & J.C.
Dalton), pp. 25-50. Prentice-Hall, New York.
Hurrell, J.W. (1995) Decadal trends in the North Atlantic Oscillation: regional
temperatures and precipitation. Science, 269, 676-679.
Hurrell, J.W., Kushnir, Y., Ottersen, G., Visbeck, M. eds (2003) The North Atlantic
Oscillation. Climatic significance and environmental impact. Geophysical
Monograph 134. American Geophysical Union, Washington.
Hutchinson, G.E. (1957) Concluding remarks. Population studies: Animal ecology and
demography. Cold Spring Harbor Symposia on Quantitative Biology, 22, 415427.
Høeg, O.A. (1996) Eineren i norsk natur og tradisjon. Norsk Skogbruksmuseum,
Elverum.
Høgda, K.A., Karlsen, S.R., & Solheim, I. (2001) Climatic change impact on growing
season in Fennoscandia studied by a time series of NOAA AVHRR NDVI data.
Proceedings of IGARSS, Sydney, Australia.
Haagenrud, H. (1978). Layers of secondary dentin in incisors as age criteria in moose
(Alces alces). Journal of Mammalogy, 57, 857-858.
Illius, A.W., Duncan, P., Richard, C., & Mesochina, P. (2002) Mechanisms of
functional response and resource exploitation in browsing roe deer. Journal of
Animal Ecology, 71, 723-734.
Jonasson, S., Bryant, J.P., Chapin III, F.S., & Andersson, M. (1986) Plant phenols and
nutrients in relation to variations in climate and rodent grazing. American
Naturalist, 128, 394-408.
Kellomäki, S. & Kolström, M. (1994) The influence of climate change on the
productivity of Scots pine, Norway spruce, Pendula birch and Pubescent birch in
southern and northern Finland. Forest Ecology and Management, 65, 201-217.
Kerr, J.T. & Ostrovsky, M. (2003) From space to species: ecological applications for
remote sensing. Trends in Ecology & Evolution, 18, 299-305.

31

Klein, D.R. (1970) Tundra ranges north of the boreal forest. Journal of Range
Management, 23, 8-14.
Kruuk, L.E.B., Clutton-Brock, T.H., Rose, K.E., & Guinness, F.E. (1999) Early
determinants of lifetime reproductive success differ between the sexes in red deer.
Proceedings of the Royal Society of London, Series B: Biological Sciences, 266,
1655-1661.
Langvatn, R. & Albon, S.D. (1986) Geographic clines in body weight of Norwegian red
deer: a novel explanation of Bergmann's rule. Holarctic Ecology, 9, 285-293.
Langvatn, R. & Loison, A. (1999) Consequences of harvesting on age structure, sex
ratio and population dynamics of red deer Cervus elaphus in central Norway.
Wildlife Biology, 5, 213-223.
Langvatn, R., Albon, S.D., Burkey, T., & Clutton-Brock, T.H. (1996) Climate, plant
phenology and variation in age of first reproduction in a temperate herbivore.
Journal of Animal Ecology, 65, 653-670.
Latham, J., Staines, B.W., & Gorman, M.L. (1999) Comparative feeding ecology of red
(Cervus elaphus) and roe deer (Capreolus capreolus) in Scottish plantation
forests. Journal of Zoology, 247, 409-418.
Lavsund, S., Nygrén, T., & Solberg, E.J. (2003) Status of moose populations and
challenges to moose management in Fennoscandia. Alces, 39, 109-130.
Lenart, E.A., Bowyer, R.T., Ver Hoef, J., & Ruess, R.W. (2002) Climate change and
caribou: effects of summer weather on forage. Canadian Journal of Zoology, 80,
664-678.
Linderholm, H.W., Solberg, B.Ø., & Lindholm, M. (2003) Tree-ring records from
central Fennoscandia: the relationship between tree growth and climate along a
west-east transect. The Holocene, 13, 887-895.
Lindstedt, S.L. & Boyce, M.S. (1985) Seasonality, fasting endurance, and body size in
mammals. American Naturalist, 125, 873-878.
Lindström, J. (1999) Early development and fitness in birds and mammals. Trends in
Ecology & Evolution, 14, 343-348.
Loison, A. & Langvatn, R. (1998) Short- and long-term effects of winter and spring
weather on growth and survival of red deer in Norway. Oecologia, 116, 489-500.
Loison, A., Langvatn, R., & Solberg, E.J. (1999a) Body mass and winter mortality in
red deer calves: disentangling sex and climate effects. Ecography, 22, 20-30.
Loison, A., Gaillard, J.-M., Pélabon, C., & Yoccoz, N.G. (1999b) What factors shape
sexual size dimporphism in ungulates? Evolutionary Ecology Research, 1, 611633.
McArthur, C., Robbins, C.T., Hagerman, A.E., & Hanley, T.A. (1993) Diet selection by
a ruminant generalist browser in relation to plant chemistry. Canadian Journal of
Zoology, 71, 2236-2243.

32

McCarthy, J.J., Canziani, O.F., Leary, N.A., Dokken, D.J., & White, K.S., eds. (2001)
Climate change 2001: Impacts, adaptation, and vulnerability. Cambridge
University Press, Cambridge.
Miquelle, D.G. (1990) Why don't bull moose eat during the rut? Behavioral Ecology
and Sociobiology, 27, 145-151.
Moen, A. (1999) National atlas of Norway: vegetation. Norwegian Mapping Authority,
Hønefoss.
Molvar, E.M., Bowyer, R.T., & Van Ballenberghe, V. (1993) Moose herbivory, browse
quality, and nutrient cycling in an Alaskan treeline community. Oecologia, 94,
472-479.
Myneni, R.B., Hall, F.G., Sellers, P.J., & Marshak, A.L. (1995) The interpretation of
spectral vegetation indexes. IEEE Transactions on Geoscience and Remote
Sensing, 33, 481-486.
Myneni, R.B., Hoffmann, S., Knyazikhin, Y., Privette, J.L., Glassy, J., Tian, Y., Wang,
Y., Song, X., Zhang, Y., Smith, G.R., Lotsch, A., Friedl, M., Morisette, J.T.,
Votava, P., Nemani, R.R., & Running, S.W. (2002) Global products of vegetation
leaf area and fraction absorbed PAR from year one of MODIS data. Remote
Sensing of Environment, 83, 214-231.
Mysterud, A., Langvatn, R., Yoccoz, N.G., & Stenseth, N.C. (2001a) Plant phenology,
migration and geographical variation in body weight of a large herbivore: the
effect of a variable topography. Journal of Animal Ecology, 70, 915-923.
Mysterud, A., Stenseth, N.C., Yoccoz, N.G., Langvatn, R., & Steinheim, G. (2001b)
Nonlinear effects of large-scale climatic variability on wild and domestic
herbivores. Nature, 410, 1096-1099.
Mysterud, A., Coulson, T., & Stenseth, N.C. (2002) The role of males in the dynamics
of ungulate populations. Journal of Animal Ecology, 71, 907-915.
Mysterud. A., Stenseth, N.C., Yoccoz, N.G., Ottersen, G. & Langvatn, R. (2003a) The
response of terrestrial ecosystems to climate variability associated with the North
Atlantic Oscillation. The North Atlantic Oscillation. Climatic significance and
environmental impact. (eds J.W. Hurrell, Y. Kushnir, G. Ottersen & M. Visbeck),
pp. 235-262. Geophysical Monograph 134. American Geophysical Union,
Washington.
Mysterud, A., Holand, Ø., Røed, K.H., Gjøstein, H., Kumpula, J., & Nieminen, M.
(2003b) Effects of age, density and sex ratio on reproductive effort in male
reindeer (Rangifer tarandus). Journal of Zoology, 261, 341-344.
Mysterud, A., Langvatn, R., & Stenseth, N.C. (2004) Patterns of reproductive effort in
male ungulates. Journal of Zoology, 264, 209-215.
Olff, H., Ritchie, M.E., & Prins, H.H.T. (2002) Global environmental controls of
diversity in large herbivores. Nature, 415, 901-904.
Owen-Smith, N. (1994) Foraging responses of kudus to seasonal changes in food
resources: elasticity in constraints. Ecology, 75, 1050-1062.

33

Parker, K.L. (2003) Advances in the nutritional ecology of cervids at different scales.
Ecoscience, 10, 395-422.
Pérez-Barbería, F.J., Gordon, I.J., & Pagel, M. (2002) The origins of sexual dimorphism
in body size in ungulates. Evolution, 56, 1276-1285.
Pettorelli, N., Gaillard, J.-M., Duncan, P., Ouellet, J.-P., & Van Laere, G. (2001)
Population density and small-scale variation in habitat quality affect phenotypic
quality in roe deer. Oecologia, 128, 400-405.
Pettorelli, N., Vik, J.O., Mysterud, A., Gaillard, J.-M., Tucker, C.J., & Stenseth, N.C.
(2005) Using the satellite-derived NDVI to assess ecological responses to
environmental change. Trends in Ecology & Evolution, 20, 503-510.
Polis, G.A. (1999) Why are parts of the world green? Multiple factors control
productivity and the distribution of biomass. Oikos, 86, 3-15.
Post, E. & Stenseth, N.C. (1999) Climatic variability, plant phenology, and northern
ungulates. Ecology, 80, 1322-1339.
Putman, R.J., Langbein, J., Hewison, A.J.M., & Sharma, S.K. (1996) Relative roles of
density-dependent and density-independent factors in population dynamics of
British deer. Mammal Review, 26, 81-101.
Reed, B.C., Brown, J.F., Darrel, V., Loveland, T.R., Merchant, J.W., & Ohlen, D.O.
(1994) Measuring phenological variability from satellite imagery. Journal of
Vegetation Science, 5, 703-714.
Reimers, E. (1984) Body composition and population regulation of Svalbard reindeer.
Rangifer, 4, 16-21.
Sand, H. (1996) Life history patterns in female moose (Alces alces): the relationship
between age, body size, fecundity and environmental conditions. Oecologia, 106,
212-220.
Sand, H., Cederlund, G., & Danell, K. (1995) Geographical and latitudinal variation in
growth patterns and adult body size of Swedish moose (Alces alces). Oecologia,
102, 433-442.
Saxe, H., Cannell, M.G.R., Johnsen, Ø., Ryan, M.G., & Vourlitis, G. (2001) Tree and
forest functioning in response to global warming. New Phytologist, 149, 369-400.
Seiler, A. (2005) Predicting locations of moose-vehicle collisions in Sweden. Journal of
Applied Ecology, 42, 371-382.
Sempéré, A.J., Mauget, R., & Mauget, C. (1998). Reproductive physiology of roe deer.
The European roe deer: The biology of success (eds R. Andersen, P. Duncan &
J.D.C. Linnell), pp. 161-188. Scandinavian University Press, Oslo.
Shipley, L.A., Blomquist, S., & Danell, K. (1998) Diet choices made by free-ranging
moose in northern Sweden in relation to plant distribution, chemistry, and
morphology. Canadian Journal of Zoology, 76, 1722-1733.
Skogland, T. (1980) Comparative summer feeding strategies of arctic and alpine
Rangifer. Journal of Animal Ecology, 49, 81-89.

34

Skogland, T. (1983) The effects of density dependent resource limitation on size of wild
reindeer. Oecologia, 60, 156-168.
Skogland, T. (1984) Wild reindeer foraging-niche organization. Holarctic Ecology, 7,
345-379.
Skogland, T. (1988) Bestandsdynamisk analyse av villreindstammen i Forelhogna.
Villreinen, 3, 14-22.
Skogland, T. (1994) Villrein. Fra urinnvåner til miljøbarometer. Teknologisk forlag,
Oslo.
Slobodkin, L.B., Smith, F.E., & Hairston, N.G. (1967) Regulation in terrestrial
ecosystems, and the implied balance of nature. American Naturalist, 101, 109124.
Solberg, E.J. & Sæther, B.-E. (1994) Male traits as life-history variables: annual
variation in body mass and antler size in moose (Alces alces). Journal of
Mammalogy, 75, 1069-1079.
Solberg, E.J., Heim, M., Sæther, B.-E., & Holmstrøm, F. (1997)
Oppsummeringsrapport. Overvåkningsprogram for hjortevilt. Elg 1991-95. NINA
Fagrapport, 030, 1-68.
Solberg, E.J., Sæther, B.-E., Strand, O., & Loison, A. (1999) Dynamics of a harvested
moose population in a variable environment. Journal of Animal Ecology, 68, 186204.
Solberg, E.J., Loison, A., Ringsby, T.H., Sæther, B.-E., & Heim, M. (2002) Biased
adult sex ratio can affect fecundity in primiparous moose Alces alces. Wildlife
Biology, 8, 117-128.
Solberg, E.J., Loison, A., Gaillard, J.-M., & Heim, M. (2004) Lasting effects of
conditions at birth on moose body mass. Ecography, 27, 677-687.
Solberg, E.J., Grøtan, V., Rolandsen, C.M., Brøseth, H., & Brainerd, S. (2005) Changein-sex ratio as an estimator of population size for Norwegian moose Alces alces.
Wildlife Biology, 11, 163-172.
Stewart, K.M., Bowyer, R.T., Dick, B.L., Johnson, B.K., & Kie, J.G. (2005) Densitydependent effects on physical condition and reproduction in North American elk:
an experimental test. Oecologia, 143, 85-93.
Stubsjøen, T., Sæther, B.-E., Solberg, E.J., Heim, M., & Rolandsen, C.M. (2000) Moose
(Alces alces) survival in three populations in northern Norway. Canadian Journal
of Zoology, 78, 1822-1830.
Sætersdal, M., Birks, H.J.B., & Peglar, S.M. (1998) Predicting changes in
Fennoscandian vascular-plant species richness as a result of future climatic
change. Journal of Biogeography, 25, 111-122.
Sæther, B.-E. (1997) Environmental stochasticity and population dynamics of large
herbivores: a search for mechanisms. Trends in Ecology & Evolution, 12, 143149.

35

Sæther, B.-E. & Haagenrud, H. (1983) Life history of the moose (Alces alces):
fecundity rates in relation to age and carcass weight. Journal of Mammalogy, 64,
226-232.
Sæther, B.-E. & Haagenrud, H. (1985) Life history of the moose Alces alces:
relationship between growth and reproduction. Holarctic Ecology, 8, 100-106.
Sæther, B.-E. & Andersen, R. (1990) Resource limitation in a generalist herbivore, the
moose Alces alces: ecological constraints on hebavioural decisions. Canadian
Journal of Zoology, 68, 993-999.
Sæther, B.-E. & Heim, M. (1993) Ecological correlates of individual variation in age at
maturity in female moose (Alces alces): the effects of environmental variability.
Journal of Animal Ecology, 62, 482-489.
Sæther, B.-E., Solbraa, KI., Sødal, D.P. & Hjeljord, O. (1992) The final report from the
project "Moose - forest - society". NINA forskningsrapport 28: 1-153.
Sæther, B.-E., Andersen, R., Hjeljord, O., & Heim, M. (1996) Ecological correlates of
regional variation in life history of the moose Alces alces. Ecology, 77, 14931500.
Thompson, D.W.J. & Wallace, J.M. (1998) The Arctic Oscillation signature in the
wintertime geopotential height and temperature fields. Geophysical Research
Letters, 25, 1297-1300.
Tucker, C.J., Fung, I.Y., Keeling, C.D., & Gammon, R.H. (1986) Relationship between
atmospheric CO2 variations and a satellite-derived vegetation index. Nature, 319,
195-199.
Tucker, C.J., Slayback, D.A., Pinzon, J.E., Los, S.O., Myneni, R.B., & Taylor, M.G.
(2001) Higher northern latitude normalized difference vegetation index and
growing season trends from 1982 to 1999. International Journal of
Biometeorology, 45, 184-190.
Van Soest, P.J. (1994) Nutritional ecology of the ruminant. 2nd ed. Cornell University
Press, Itacha.
Veroustraete, F., Patyn, J., & Myneni, R.B. (1996) Estimating net ecosystem exchange
of carbon using the normalized difference vegetation index and an ecosystem
model. Remote Sensing of Environment, 58, 115-130.
Viken, Å. (2005) Implications of mate choice for the management of small populations.
Experimental studies using the guppy (Poecilia reticulata) as a model species.
Doctoral Thesis, Department of Biology, NTNU, Trondheim.
Wallin, K., Cederlund, G. & Pehrson, A. (1996) Predicting body mass from chest
circumference in moose Alces alces. Wildlife Biology 2, 53-58.
Wang, Q., Tenhunen, J., Dinh, N.Q., Reichstein, M., Vesala, T., & Keronen, P. (2004a)
Similarities in ground- and satellite-based NDVI time series and their
relationships to physical activity of a Scots pine forest in Finland. Remote Sensing
of Environment, 94, 225-237.

36

Wang, J., Rich, P.M., Price, K.P., & Kettle, W.D. (2004b) Relations between NDVI and
tree productivity in the central Great Plains. International Journal of Remote
Sensing, 25, 3127-3138.
Ward, A.I., White, P.C.L., Smith, A., & Critchley, C.H. (2004) Modelling the cost of
roe deer browsing damage to forestry. Forest Ecology and Management, 191, 301310.
White, R.G. (1983) Foraging patterns and their multiplier effects on productivity of
northern ungulates. Oikos, 40, 377-384.
Wilmshurst, J.F., Fryxell, J.M., & Hudson, R.J. (1995) Foraging quality and patch
choice by wapiti (Cervus elaphus). Behavioral Ecology, 6, 209-217.
Zhou, L.M., Tucker, C.J., Kaufmann, R.K., Slayback, D., Shabanov, N.V., & Myneni,
R.B. (2001) Variations in northern vegetation activity inferred from satellite data
of vegetation index during 1981 to 1999. Journal of Geophysical ResearchAtmospheres, 106, 20069-20083.

37

