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Abstract

The introduction of Sitka black-tailed deer (Odocoileus hemionus sitkensis Merriam) to Haida Gwaii (Queen Charlotte Islands,
BC, Canada) in the late 19th century, provided an opportunity to understand the long-term effects of deer populations on the vegeta-
tion of temperate rain forests in the absence of their natural predators wolves (Canis lupus L.), and cougars (Puma concolor L.). Using
seven small islands with different browsing histories (no deer, deer for <20 years, deer for >50 years), we tested the long-term effects
of high deer densities on plant cover and species richness in the understorey of forest interior and forest edge habitats. Overall vege-
tation cover exceeded 80% in the lower vegetation layers on islands without deer and was less than 10% on the islands with deer for
more than 50 years. Although overall plant species richness was similar on islands with or without deer, plant species richness at the
plot scale (314 m?) was reduced by 20-50% on islands with deer for >50 years. The differences were most pronounced for the species-
rich edge communities and among herb and shrub species. These results suggest that in the absence of predators, deer have the poten-

tial to greatly simplify the forest ecosystem.
© 2005 Elsevier Ltd. All rights reserved.
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1. Introduction

Deer populations, unregulated by natural predators,
have become a major factor affecting forest ecosystem
dynamics in many parts of North America (Sullivan
et al., 1990; Diamond, 1992; McShea et al., 1997) and
Europe (Hester et al., 1991; Baines et al, 1994; Gill,
1999). Understanding the long-term consequences for
plant diversity has become important to forest conserva-
tion around the world.

In eastern North American hardwood forests, where
the increase of white-tailed deer (Odocoileus virginianus
Zimmerman) population has been facilitated by the
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extirpation of the principal non-human predators,
wolves (Canis lupus L.) and cougars (Puma concolor 1.)
(Créte, 1999) and changes in sylvicultural, agricultural
and game management practices (Kuiters et al., 1996;
Waller and Alverson, 1997; Coté et al., 2004) deer have
affected plant abundance and diversity (Frelich and
Lorimer, 1985; Alverson et al., 1988; Tilghman, 1989;
Hobbs, 1996; deCalesta, 1997; Waller and Alverson,
1997; McShea and Rappole, 2000) and in some instances
caused the extirpation of woody plant species (Hough,
1965; Whitney, 1984; Rooney and Dress, 1997a). Deer
have been associated with a shift in plant community
composition from shrubs and forbs to grasses and ferns
(Horsley and Marquis, 1983) and with the reduced fre-
quency of many plant species listed as threatened or
endangered (Miller et al., 1992; Anderson, 1994; Rooney
and Dress, 1997a; Augustine and Frelich, 1998).
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In contrast, most of the remaining western coastal
forest, north of 49°N latitude, still supports predators
(Harbo and Dean, 1983; Kirchhoff, 1991) and few stud-
ies have examined the effects of mule deer (Odocoileus
hemionus Rafinesque) (McArthur et al., 1988; Singer and
Renkin, 1995), Columbia black-tailed deer (Odocoileus
hemionus columbianus Richardson) (Woodward et al.,
1994) or Sitka black-tailed deer (Odocoileus hemionus
sitkensis Merriam) (Klein, 1965; Pojar et al., 1980), on
western forests, although they are known to become
overabundant with reduced predation (Leopold, 1943;
McCullough, 1997).

The forests of the Haida Gwaii archipelago differ
from those of mainland British Columbia in possessing
neither native deer, nor their non-human predators
(Cowan, 1989). Hence, the introduction of deer in the
late 1800s (Osgood, 1901; Munro, 1935) provided a rare
opportunity to study the effects of predator-free deer on
previously unbrowsed habitat. As deer spread through
the archipelago, Vila et al. (2004a,b) demonstrated that
islands were colonized at different times. However, once
islands were colonized, the effect of deer was continuous
to the present and did not show signs of temporal fluctu-
ations. This unique situation provides a natural labora-
tory (sensu Diamond, 1983; A.R. Wallace in Whittaker,
1998) with a temporal gradient of deer browsing history.

We used this “natural experiment” to study the cumu-
lative effects of high deer densities on plant cover and
species richness in relation to the length of deer browsing
history. We selected seven islands of similar size, all cov-
ered with primary forest but differing in their history of
deer browsing: three showed no evidence or history of
deer browsing, on two islands deer had been present for
less than 20 years, and on two for more than 50 years
(Vila et al., 2004a,b).
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2. Methods
2.1. Study area

The Haida Gwaii archipelago (Queen Charlotte
Islands) of British Columbia, situated 80 km west of the
mainland of British Columbia and 50 km south of the
Alexander Archipelago of Alaska, occurs within the per-
humid temperate forest zone of the coastal temperate
rain forest (Alaback and Pojar, 1997). It is the largest
and most isolated archipelago on the west coast of Can-
ada and contains over 540,000 ha of intact habitat, over
230,000 ha of it within protected areas (Ricketts et al.,
1999). The vegetation of these islands is similar to that of
adjacent Southeast Alaska (Banner et al., 1989) but the
flora is relatively impoverished with only 665 recorded
vascular plant species (Lomer and Douglas, 1999), com-
pared with over 2300 vascular plant species on the adja-
cent mainland (Douglas et al., 1998). The fauna also is
impoverished relative to the mainland (Ricketts et al.,
1999). Except for an extinct relict population of caribou
(Rangifer tarandus dawsoni ), there were no deer and
none of their major non-human predators in the pre-
European period (Cowan, 1989).

Laskeek Bay, situated on the east coast of Haida Gwaii
(Fig. 1), contains 15 islands of various size and proximity.
The seven islands included in our study: Low, South Low,
Lost, West Skedans, South Skedans, Haswell, and West
Limestone were selected to control, as much as possible,
for island area and to include islands that varied in the
length of time deer have been present. They are located
within 17km of one another and range in area from 4.5 to
16ha (Table 1). West Limestone Island, West and South
Skedans Islands, and South Low and Low Islands are
part of a British Columbia Wildlife Management Area
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Fig. 1. Study area, showing the position of the 7 study islands in grey and the length of their browsing history (none, <20 years; >50 years). Also

shown are Reef and East Limestone islands.
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Table 1

Island characteristics, showing isolation, measured as the distance to the main island chain and area (both from Martin et al., 1995); browsing history,
the duration of deer presence (from Vila et al., 2004a,b), pellet groups, pellet group density (means + SE), based on four 135-m transects for each
island; and deer, deer density, calculated as pellet group density multiplied by 33.3/0.19 (deer density of E. Limestone as calculated by Daufresne and

Martin (1997)/the measured pellet group density for E. Limestone)

Island Isolation (m) Area (ha) Browsing history (years) Pellet groups (m~2) Deer (km™?)
S. Low 2900 4.5 None 0 0

Lost 7300 53 None 0 0

Low 5400 9.6 None 0 0

S. Skedans 2400 5.6 <20 0.17 +£0.04 30+7

W. Skedans 1350 8.2 <20 0.12+0.02 21+4
Haswell 150 13.3 >50 0.12+0.02 21+4

W. Limestone 350 16.0 >50 0.21 £0.03 37+£5

while Lost Islands fall within the northeastern perimeter
of Gwaii Haanas National Park Reserve and Haida Heri-
tage Site. None of the seven has been commercially
logged. All maintain primary forest cover.

2.2. Deer density and history of deer browsing

In the years following the introduction of Sitka black-
tailed deer to Haida Gwaii, the population expanded
and spread until it colonized all but the most remote
islands (Munro, 1935; Pojar, 1999). On East Limestone
Island and Reef Island, also in Laskeek Bay (Fig. 1), deer
densities in 1996 were estimated at about 32 deer km™—2
(Daufresne and Martin, 1997). A similar estimate was
obtained at Reef Island as a result of a cull (Gaston
et al,, In press). On each of the seven islands, as well as
on the larger East Limestone Island, we assessed the
density of deer pellet groups along four, 2m x 135 m
transects (Bennett et al., 1940) throughout July 2000. We
determined the relative deer density on each island, by
comparing pellet group density to the pellet group den-
sity of East Limestone Island where we knew deer den-
sity from direct count obtained by a line of 10 observers
covering the entire area of the island accompanied by a
roving observer, who ensured that these very tame deer
were not pushed by the line, and an observer circumnav-
igating the island (to cover shorelines and small cliffs).
Observers communicated by VHF radios.

The length of time deer had been present on the differ-
ent islands in Laskeek Bay (Table 1) was estimated (Vila
et al., 2004a,b) by analyzing shrub stem age through an
analysis of tree ring patterns and by dating the earliest
fraying scars (created by deer rubbing their antlers on
trees). Vila and coworkers showed that deer never colo-
nized Low, South Low and Lost islands, have had a
measurable impact on West and South Skedans for less
than 20 years but have had a measurable impact on
Haswell and West Limestone islands for more than 50
years. Their results also indicated that after the initial
phase of colonisation deer maintained constant and high
browsing pressure on the vegetation, suggesting a lack of
marked fluctuations in deer densities over the periods
considered.

2.3. Habitat types and study plots

We recognized two distinct habitat types on these
islands: the forest edge and the forest interior. They
differed principally in available light and exposure to
wind and salt-spray (Calder and Taylor, 1968). The for-
est edge vegetation had a greater component of herba-
ceous species, many with conspicuous flowers, the
interior had a larger component of shade-tolerant shrub
species. The transition between the two occurred within
25m of the high-tide line. We sampled each island with
10 randomly spaced 10-m radius circular plots along the
forest edge (10-15m from the high-tide line) and five 10-
m radius circular plots within the forest interior. The lat-
ter had to be at least at 50 m from the forest edge and
50m from one another. As a result of these constraints
no more than 5 plots could be placed on the smaller
island. Sampling covered 3-10% of smaller islands. Light
availability in the interior was largely a function of can-
opy cover, and could vary from plot to plot.

2.4. Measurement of understorey vegetation

We sampled the vegetation in 2000, throughout the
month of July, the period of maximum cover of herba-
ceous plants in this region. Vascular plants were identi-
fied according to Pojar and MacKinnon (1994), and
verified with Hitchcock and Cronquist (1973). We defi-
ned three vegetation strata: 0-50, 50-150, and 150-
400 cm. The first two strata were below the browse line
and the third was above. The browse line was estimated
to be at about 150 cm (Martin and Daufresne, 1999). We
used standard spot charts (Mueller-Dombois and Ellen-
berg, 1974) to estimate the percent cover of each species
and the total cover of vegetation in each stratum. We
analysed the variation of total vegetation cover indepen-
dently for each strata within each habitat type to provide
a synthetic picture of vertical vegetation structure and of
how the effect of deer browsing rippled through the veg-
etation layers. We calculated the total cover for each
plant in the 0-50 and 50-150cm layers (those within
deer reach) and added up these cover values for all the
plants within each of three main vegetation types (herbs,
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shrubs and young trees) and for the main shrub Salal
(Gaultheria shallon) and studied the variation of vegeta-
tion type cover below 150 cm in relation to deer brows-
ing history.

2.5. Species richness at multiple scales

Plot species richness was measured as the number of
vascular species found within each 314-m? sample plot.
Island species richness was estimated as the total number
of plant species found in all 15 plots on individual
islands with each species counted only once. To estimate
how species richness and turnover increased with
increasing sample size we generated species accumula-
tion curves using the software EstimateS 6.01 b (Colwell,
1997). Estimates were generated from 500 random com-
binations of n samples (n=1,2,...,15). Resampling of
the data was conducted with replacement to balance the
effects of rare species, which are known to affect the
accuracy of species accumulation curves (Kempton,
2002), and to allow for meaningful variation with sample
sizes near to the total sample (Gotelli and Colwell, 2001).
Confidence intervals for the resulting curves were calcu-
lated as est=#;,,5sd/sqrt(15). We used the number of
plots on each island (15) to determine degrees of free-
dom instead of the number of sampling iterations (500),
which constituted an overestimate of real sample size.

2.6. Statistical analysis

We used a general linear mixed-model, GLMM
(GENMOD procedure of SAS, release 6.09, 1993) to test
the effect of deer browsing history (tested at the level of
islands), habitat type (edge or interior) and of their inter-
action on overal vegetation cover in different strata, on
cover of the main plant types and of salal below 150 cm
as well as on plot species richness. “Island” was consid-
ered a random effect nested in the fixed effect of “brows-
ing history” (three durations of deer browsing). For the
analyses of the effects of these explanatory variables on
vegetation cover we arcsine transformed % cover values
(Sokal and Rohlf, 1995) and fitted the transformed val-
ues to a GLMM with a log-link function and gamma
error term. Species counts per plot were fitted to a
GLMM with a log link function and Poisson error term.
We conducted Chi-squared tests to test the heterogeneity
of island totals and to test for any difference in effect
between edge and interior habitat.

3. Results
3.1. The effect of browsing history on vegetation cover

Estimates of current deer densities did not appear to
depend on time since deer colonisation. They ranged

from 21 to 31 deer km~2 on islands with deer for less
than 20 years and from 21 to 37 deer km™? on islands
with deer for over 50 years (Table 1).

3.1.1. 0-50-cm stratum

Browsing history had a highly significant effect on
vegetation cover in the first stratum (Table 2). Cover was
greatest on islands with no history of deer browsing and
lowest on the islands with more than 50 years of deer
browsing (Fig. 2). There was a significant island effect
nested within browsing history (Table 2). GLMM
parameter estimates show that this effect resulted from
variation in cover between islands with over 50 years of
browsing (p <0.001; Fig. 2). There was no island effect
within the other island categories. Cover of vegetation
below 50cm differed significantly between the forest
interior and forest edge (Table 2). The effect of deer
differed between interior and edge plots (Table 2, signifi-
cant interaction between browsing history and habitat).
On islands without deer and on islands with over 50
years of deer browsing, vegetation cover in the 0- to 50-
cm stratum was, on average, slightly greater in edge
plots. On islands with less than 20 years of deer browsing
it was greater in interior plots.

3.1.2. 50—-150-cm stratum

Browsing history had a highly significant effect on veg-
etation cover (Table 2). Cover was again greatest on
islands with no history of deer browsing and lowest on
islands with over 50 years of deer browsing (Fig. 2). There
was a significant island effect nested within browsing his-
tory (Table 2), which also resulted from differences in
cover between islands with over 50 years of browsing his-
tory (p<0.001; Fig. 2). Habitat type, independent of

Table 2

Statistics for GLMM analysis of the impact of deer on cover of vegeta-
tion in relation to browsing history (fixed effect), island (random effect
nested within browsing history), and habitat type (fixed, effect, edge or
interior) for three strata (0-50, 50-150, 1.5-4 m)

2

Effects Ve df p
0-50 cm stratum

Browsing history 116.83 2 sokok
Island (browsing history) 51.87 4 Kok
Habitat 1191 1 sokok
Browsing history * habitat 31.95 2 sokok
50—150 cm stratum

Browsing history 83.26 2 Kok
Island (browsing history) 57.74 4 sokok
Habitat 0.13 1 ns.
Browsing history x habitat 8.65 2 *
150400 cm stratum

Browsing history 6.43 2 *
Island (browsing history) 228 4 ns.
Habitat 245 1 ns.
Browsing history x habitat 545 2 ns.

S

p, probability associated to test; p<0.05; “p<0.01; "p<0.001;

n.s. = non-significant.
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Fig. 2. The cover of vegetation in edge (n = 10 plots for each island) and interior (n =5 plots for each island) habitat from 0 to 50 cm, 50 to 150 cm
and 150 to 400 cm on each of seven islands in relation to length of browsing history. White = no deer, grey = deer for less than 20 years, black = deer

for over 50 years (means + SE).

browsing history, had no significant effect on vegetation
cover in this stratum. However, the effect of browsing his-
tory differed between edge and interior plots (significant
interaction between habitat and browsing history, Table
2). On islands with no history of deer browsing and on
islands with less than 20 years of deer browsing, cover was
much greater in interior plots than in edge plots. In edge
plots, the effect of deer browsing on vegetation cover was
strong on all islands with deer, whereas for interior plots
the effect of deer browsing was pronounced only on the
islands with over 50 years of browsing.

3.1.3. 150-400-cm stratum

Browsing history also had a significant effect on vegeta-
tion cover in the highest stratum analyzed (Table 2). There
was no island effect nested within browsing history. There
was no habitat effect (Table 2) and no significant effect of
the interaction of habitat with browsing history. On islands
with no history of deer browsing and on islands with less

than 20 years of browsing, cover was greater in interior
plots than in edge plots. In contrast to the first two strata,
the amount of vegetation cover in edge plots on islands
without deer did not exceed 50% in this strata (Fig. 2).

3.2. Browsing history and cover of main vegetation
components

3.2.1. Herbs

Herb cover was inversely correlated to the length of
browsing history (Fig. 3; Table 3). Habitat and its interac-
tion with browsing history had significant effects on herba-
ceous vegetation cover. On islands with no history of deer
browsing and on islands with deer for less than 20 years,
herbaceous cover was similar in both interior and edge
habitats (Table 3; Fig. 3). On islands with deer for more
than 50 years it was greater at the edge than in the interior.
In edge plots, one of the graminoid species dominant on
islands without deer, Dunegrass Elymus mollis, was virtu-
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Fig. 3. The cover of herbaceous vegetation in edge (n = 10 plots for
each island) and interior (n = 5 plots for each island) habitat from 0
to 150 cm on each of seven islands in relation to length of browsing
history. White =no deer, grey =deer for less than 20 years,
black = deer for over 50 years (mean + SE). Edge: Also shown are
the contributions to herb cover of the grass Elymus mollis
(horizontal stripes), and all other graminoids (dots). Interior: Also
shown are the contributions to herb cover of graminoid species
(dots).

Table 3

Statistics for GLMM analysis of the impact of deer on cover of vege-
tation grouped by plant type (herbs, shrubs, trees) in relation to brows-
ing history (fixed effect), island (random effect nested within browsing
history), and habitat type (fixed effect, edge or interior)

Effects 7 df p
Herbs

Browsing history 63.39 2 Hokok
Island (browsing history) 1.24 4 ns.
Habitat 7.51 1 Hok
Browsing history * habitat 9.64 2 Kok
Shrubs

Browsing history 57.18 2 Hokok
Island (browsing history) 25.13 4 Hokok
Habitat 1.10 1 ns.
Browsing history * habitat 19.18 2 Hokok
Salal

Browsing history 56.77 2 Hokok
Island (browsing history) 7.58 4 ns.
Habitat 16.73 1 EEES
Browsing history * habitat 39.56 2 Hokok
Trees

Browsing history 14.15 2 sokok
Island (browsing history) 19.43 4 Hokok
Habitat 1.23 1 ns.
Browsing history * habitat 717 2 *

p, probability associated to test; *p <0.05; **p <0.01; **p <0.001, n.s.,
non-significant.

ally eliminated on all islands with deer. However the other
graminoids represented the bulk of the herbaceous vegeta-
tion that remained on islands with deer (Fig. 3).

3.2.2. Shrubs

Browsing history had a highly significant effect on the
cumulative cover of all shrub species below 150cm
(Table 3). Shrub cover was inversely correlated to the
length of browsing history (Fig. 4). Island nested in
browsing history had a significant effect on shrub cover
(Table 3). This effect resulted from variation in cover
between islands with over 50 years of browsing (parame-
ter estimates within the GLMM p <0.001; Fig. 4). The
interaction between habitat and browsing history had a
highly significant effect on shrub cover (Table 3). Shrub
cover was greater in the interior than at the edge on
islands with no deer and on islands with less than 20
years of browsing; shrub cover was lower in the interior
than at the edge on islands with more than 50 years of
deer browsing (Fig. 4). Salal (Gaultheria shallon) was the
most abundant shrub species on all seven islands. Brows-
ing history, habitat type and their interaction had a
highly significant effect on the cover of salal (Table 3).
Salal cover was similar on islands with no deer and on
islands with deer for less than 20 years but was much
lower on islands with deer for more than 50 years
(Fig. 4). On islands without deer, other shrub species
accounted for a significant proportion of shrub cover,
both in edge and interior plots. On islands with deer,
shrub cover was almost exclusively made of salal (Fig. 4).
Cover of salal was greater in the interior than at the edge
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Fig. 4. The cover of shrubs in edge (n = 10 plots for each island) and
interior (n =5 plots for each island) habitat from 0 to 150 cm on each
of seven islands in relation to length of browsing history. White = no
deer, grey = deer for less than 20 years, black = deer for over 50 years.
Also shown is the contribution to shrub cover of Gaultheria shallon
(dots) below 150 cm (means + SE).
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on islands with no deer and on islands with less than 20
years of browsing, but was lower in the interior than at
the edge on islands with more than 50 years of browsing.

3.2.3. Young trees

Browsing history had a significant effect on the cover
of young trees below 150cm (Table 3). Island had a sig-
nificant effect on tree cover within island categories.
Habitat type had no significant effect but the interaction
between “habitat” and “browsing history” had a signifi-
cant effect (Table 3).

3.3. Browsing history and plant species richness

3.3.1. Plot
Browsing history, habitat type and their interaction
had a significant effect on plant species richness per plot

Table 4

Statistics for GLMM analysis of impact of deer on plot (314 m?) spe-
cies richness in relation to browsing history (fixed effect), island (ran-
dom effect, nested within browsing history), and habitat type (fixed
effect, edge or interior)

Effects % df V4
Browsing history 127.73 2 Kook
Island (browsing history) 4.67 4 ns.
Habitat 9.21 1 Kok
Browsing history * habitat 12.90 2 Hok

*p <0.05; *p<0.01; **p <0.001 and n.s., non-significant.
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Fig. 5. The species richness in edge (n = 10 plots for each island) and
interior (n =5 plots for each island) habitat on each of seven islands in
relation to length of browsing history. White = no deer, grey = deer for
less than 20 years, black = deer for over 50 years (means + SE).

(Table 4). The number of species recorded per plot (314-
m?) was lower on average on islands with deer than on
islands without (Fig. 5). On islands without deer species
richness per plot was, on average, significantly greater in
forest edges than in the forest interior (GLMM parame-
ter estimates, p<0.001). On islands with deer, species
numbers were similar in edge and interior plots (Fig. 5).

3.3.2. Island

The total number of species recorded per island (15
plots; 4710-m?) was higher on islands without deer
(Table 5). Species accumulation for all seven islands rose
quickly for sample sizes of one to four plots (Fig. 6). In
samples with more than seven plots, species accumulated
far more gradually, indicating an adequate sampling
intensity. The accumulation curves formed three discrete
groups that were consistent with browsing history.
Islands with no history of deer browsing showed the
highest estimates of species richness at all scales. Confi-
dence intervals (95%) for islands with no deer showed no
overlap with other islands, for the entire span of the
curve. Species accumulation on islands with less than 20
years of browsing was consistently greater than species

Table 5
Number of plant species (y-diversity) recorded in ten, 314-m? edge
plots (3140-m?), five 314-m? interior plots (1570-m?) and all 15 plots
(4710-m?), on each of seven islands in relation to length of browsing
history

Island Browsing history Edge Interior ~ Total
species  species species
S. Low None 59 24 64
Lost None 53 25 59
Low None 51 21 57
S. Skedans Less than 20 years 37 18 48
W. Skedans Less than 20 years 42 22 49
Haswell Over 50 years 36 22 44
W. Limestone Over 50 years 32 19 41
60 - o S. Low
o Lost
a Llow
45 o W. Skedans
o S. Skedans
4 Haswell
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Cumulative number of species

G T T 1
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Number of plots pooled

Fig. 6. Species accumulation curves for vascular species occurring on
seven islands (n=15 plots for each island). Symbols represent esti-
mates of mean species richness and lines represent 95% confidence
intervals for 500 random combinations of n sample plots
(n=12,...,15).
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accumulation on islands with more than 50 years of
browsing, but the confidence intervals overlapped for
small sample sizes. Overall we recorded an identical total
of 71 species on the three deer-free islands and on the
four islands with deer. However, when non-native spe-
cies were removed from the comparison, 70 native plant
species had been recorded on deer-free islands and 65
native species on islands with deer.

4. Discussion

The long-term presence of deer had a strong effect on
plant cover and plant species richness. Both cover and
richness decreased with increasing length of browsing
history. The effect was greatest in the species-rich forest
edge and among shrub and herb species.

Decreased plant diversity and/or abundance have
been recorded for many forest systems affected by mod-
erate to high deer densities (Klein, 1965; Alverson et al.,
1988; Anderson and Katz, 1993; Woodward et al., 1994;
deCalesta, 1997). However, these studies have generally
occurred in contexts where other factors (forest industry,
agriculture, urban development, hunting, predators and
other large herbivores) may have played a role in the
emerging pattern (but see Hough, 1965 and Rooney and
Dress, 1997b). In our study, the absence of other human
driven factors affecting the interaction of deer and vege-
tation, allowed us to clearly determine the role of the
deer in ecosystem modification. Although the small size
of the islands selected, with their large edge-to-interior
ratios, may result in a more acute effect, the pattern is
similar on the large islands in the archipelago (Pojar
et al, 1980; Engelstoft, 2001). The sparse understorey
noted in Haida Gwaii by several observers (Calder and
Taylor, 1968; Banner et al, 1989; Pojar et al., 1980;
Pojar, 1999) contrasts with the dense understorey noted
by early foresters and visitors (Gregg, 1923; Hopkinson,
1931; Hall, 1937; Carr, 1951). This change is contempo-
rary with the spread of deer (Vila et al., 2004a,b).

4.1. Variation in impact

On islands without deer, edge plots had more species
than interior plots, but this difference did not exist on
islands with deer, suggesting deer have removed a num-
ber of plant species from the forest edge. In the coastal
temperate forest, edge habitat usually has a larger com-
ponent of herbaceous vegetation (Calder and Taylor,
1968), which makes up the bulk of deer summer diets
(McCaffery et al., 1974; Bunnell, 1990) and is highly sus-
ceptible to repeated browsing (Miller et al., 1992).

Forest interior vegetation appeared to be more resis-
tant to deer modification. On islands with deer for less
than 20 years, extensive patches of salal remained, mak-
ing up most of the total cover. These patches were

apparently thinned by deer browsing, allowing light to
penetrate to the lowest stratum and to produce dense
growth throughout. On islands without deer the lowest
stratum in the interior was often deeply shaded and pro-
duced little foliage. However the increased growth
resulting from decreased competition for light did not
fully compensate for the vegetation lost through brows-
ing. Finally, on islands with deer for more than 50 years,
most shrubs had disappeared.

4.2. The browse zone

Deer impact creates a browse-line when deer are
abundant in a forest (Rhoads, 1997). Sitka black-tailed
deer feed mainly between 0 and 150 cm (Bunnell, 1990;
Daufresne and Martin, 1997). Plants above this browse-
line are generally only indirectly affected, when young
stems are unable to replace older stems (Vila et al.,
2004a,b) or young long-lived canopy species are unable
to recruit (Alverson et al., 1988; Anderson and Loucks,
1979; Anderson and Katz, 1993; Martin and Baltzinger,
2002). In Laskeek Bay the effect on interior vegetation in
the 150 to 400 cm stratum resulted also from the ability
of deer to push shrubs over in order to reach their upper
branches.

4.3. Deer-modified plant communities

The effect of unconstrained deer browsing on commu-
nity composition results from the combined effects of
diet preference and differential recovery among species
(Huston, 1979). Wildflower and shrub abundance gener-
ally show reduced abundance (Woodward et al., 1994;
Pojar, 1999), while grasses often increase under herbiv-
ory (McNaughton, 1984). We observed a small decrease
in cover for most graminoids but an increased domi-
nance relative to most herb and shrub species. On islands
with deer for more than 50 years, little vegetation cover
remained in either the edge or interior habitat, but sig-
nificantly more cover occurred on the shoreline, where
grasses provided the dominant cover. Most grasses have
their meristem tissue low to the ground, which spares it
from browsing, a high root-to-shoot ratio that maintains
reserves for rapid regrowth, and lateral spread to out
compete other species (McNaughton, 1984). These fea-
tures have been attributed to co-evolution of their mor-
phology with grazing animals (Olff and Ritchie, 1998).
The only grass species that had much lower cover on
islands with deer than on islands without was dunegrass
(Elymus mollis), the only grass with extensive above-
ground structure.

We recorded lower cover of young trees below
150 cm. on islands with deer. Cover of young trees was
lowest on islands with deer for more than 50 years, and
in plots from the interior habitat; it varied greatly from
island to island within island categories (Stockton, 2003).
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This is not consistent with Daufresne and Martin’s
(1997) suggestion that reduced competition with
depleted shrub species could favour regeneration of
Sitka spruce (Picea sitchensis), or western hemlock
(Tsuga heterophyla), despite the growth delays resulting
from browsing (Vila et al.,, 2002). On Haida Gwaii, deer
suppress natural regeneration of western red cedar Thuja
plicata (Pojar, 1999; Martin and Baltzinger, 2002) and
have repeatedly been shown to reduce tree regeneration
elsewhere (Marquis, 1974; Anderson and Loucks, 1979;
Alverson et al., 1988; Anderson and Katz, 1993).

4.4. Measuring what counts

Since MacArthur and Wilson (1963) published their
model of island biogeography, species lists have often
been used for island studies (Quin et al., 1987). In Las-
keek Bay the effect of deer on plant species richness can-
not be discerned by comparing the total number of
species recorded on the three islands without deer as a
whole, and on the four islands with deer considered
together. Differences in species richness between islands
become striking only when examined at a higher resolu-
tion. Species accumulation curves showed that the differ-
ence in species density is greatest between six and seven
314-m? plots, indicating that small areas may be highly
susceptible to species loss. In addition, failure to take
into account the relative frequency and abundance of
species fails to capture the ecological processes within an
island. At the scale of the individual plot, deer have
greatly reduced the cover of vegetation and virtually
eliminated many species and plant types.

4.5. Implications for management and conservation:
Crying wolf?

The end-point of unconstrained, long-term deer mod-
ification appears to be the open cathedral-like forests
found over much of Haida Gwaii (Calder and Taylor,
1968). These contrast with the dense understorey found
in mainland coastal forests where wolves and cougars
still occur (Pojar et al., 1980).

Our results confirm that, in the absence of predators,
or where predator pressure is severely reduced, deer have
a strong impact on vegetation structure and diversity.
These changes may greatly modify ecosystem functions
with cascading effects to plant-plant and plant-animal
species interactions and far reaching impacts, not only to
the vegetation but also to the fauna that could have
long-term effects affecting even the process of recovery
when deer populations can be curbed. In Haida Gwaii,
which retains one of the largest protected tracts of
coastal temperate rain forest in North America, the
effects may create serious conservation problems for
both plant and animal species. Moreover, many of these
species are rare (Ogilvie, 1994; Taylor, 1989) and/or

culturally significant (Turner, 1998) and these modifica-
tions have both ecological and cultural repercussions.
Hence, the remaining forest areas without deer have a
high conservation value. The same applies to areas else-
where with intact predator complexes. These areas may
provide refuge for rare or endemic species sensitive to
the effects of uncontrolled deer browse. Preservation of
these refuges may be critical in maintaining biodiversity.
Careful maintenance of predator populations and other
deer population control mechanisms, where they exist,
and their restoration where they have been eliminated,
should be a global conservation priority.

Acknowledgements

Funding for this research was provided by the Can-
ada—British Columbia South Moresby Forest Replace-
ment Account (SMFRA); contract # SMFRA99DQC-
002, SMFRA Project 24.2, “Pattern of Western Red
Cedar Regeneration,” and by Forest Renewal British
Columbia (FRBC); a partnership of forest companies,
workers, environmental groups, First Nations, communi-
ties and government of British Columbia, research award:
PA97335-BRE. Funding assistance by Forest Renewal
BC does not imply endorsement of any statements or
information contained herein. The Research Group on
Introduced Species (RGIS), The Canadian Wildlife Ser-
vice (CWS) and the Laskeek Bay Conservation Society
(LBCS) provided logistical support. The Archipelago
Management Board (AMB) provided research permits.
Special thanks to Liann Bobechko, Rob Kelly, Isabel But-
tler, Ian Fuhr, Denis Chrétien, Nadine Wilson, Céline
Boutin, Todd Golumbia, Sean Sharpe, Jim Pojar, Don
Waller, and Barb Rowsell, for help and insight.

References

Alaback, P., Pojar, J., 1997. Vegetation from ridgetop to seashore. In:
Schoonmaker, P.K., von Hagen, B., Wolf, E.C. (Eds.), The Rainfor-
ests of Home. Island Press, Washington, DC, pp. 69-87.

Alverson, W.S., Waller, D.M., Solheim, S.L., 1988. Forests too deer: edge
effects in Northern Wisconsin. Conservation Biology 2, 348-358.
Anderson, R.C., 1994. Height of white-flowered trillium (7rillium gran-
diflorum) as an index of deer browsing intensity. Ecological Appli-

cations 4, 104-109.

Anderson, R.C., Katz, AJ., 1993. Recovery of browse-sensitive tree
species following release from white-tailed deer Odocoileus virgini-
anus Zimmerman browsing pressure. Biological Conservation 63,
203-208.

Anderson, R.C., Loucks, O.L., 1979. White-tailed deer (Odocoileus vir-
ginianus) influence on structure and composition of Tsuga canaden-
sis forests. Journal of Applied Ecology 16, 855-861.

Augustine, D.J., Frelich, L.E., 1998. Effects of white-tailed deer on pop-
ulations of an understory forb in a fragmented deciduous forests.
Conservation Biology 12, 995-1004.

Baines, D., Sage, R.B., Baines, M.M., 1994. The implications of red deer
grazing to ground vegetation and invertebrate communities of



S.A. Stockton et al. | Biological Conservation 126 (2005) 118—128 127

Scottish native pinewoods. Journal of Applied Ecology 31, 776—
783.

Banner, A., Pojar, J., Schwab, J.W., Towbridge, R., 1989. Vegetation
and soils of the Queen Charlotte Islands: recent impacts of devel-
opment. In: Scudder, G.E.E., Gessler, N. (Eds.), The Outer Shores.
Queen Charlotte Islands Museum Press, Skidegate, BC, pp. 261-
281.

Bennett, L.J., English, P.F., McCain, R., 1940. A study of deer popula-
tions by use of pellet-group counts. Journal of Wildlife Manage-
ment 41, 398-403.

Bunnell, F.L., 1990. Ecology of Black-tailed deer. In: Nyberg, J.B.,
Janz, D.W. (Eds.), Deer and Elk Habitat in Coastal Forests of
Southern B.C. Special Report Series. Research Branch B.C. Minis-
try of Forests, Victoria, pp. 31-63.

Calder, J.A., Taylor, R.L., 1968. Flora of the Queen Charlotte Islands,
Part 1: Systematics of the Vascular Plants. Department of Agricul-
ture Monograph 4, part 1, Ottawa.

Carr, E., 1951. Klee Wyck. Clarke Irwin, Toronto.

Colwell, R.K., 1997. EstimateS: Statistical Estimation of Species Rich-
ness and Shared Pecies from Samples, version 5. User’s Guide and
Application Available online at: <http://viceroy.eeb.uconn.edu/esti-
mates>.

Coté, S.D., Rooney, T.P., Tremblay, J.-P., Dussault, C., Waller, D.M.,
2004. Ecological impacts of deer overabundance. Annual Review of
Ecology Systematics 35, 113-147.

Cowan, IL.M., 1989. Birds and mammals on the Queen Charlotte
Islands. In: Scudder, G.E.E., Gessler, N. (Eds.), The Outer Shores.
The Outer Shores Queen Charlotte Islands Museum Press, Skide-
gate, BC, pp. 175-186.

Créte, M., 1999. The distribution of deer biomass in North America
supports the hypothesis of exploitation ecosystems. Ecology Let-
ters 2, 223-227.

Daufresne, T., Martin, J.L., 1997. Changes in vegetation structure and
diversity as a result of browsing by a large herbivore: the impact of
introduced Black-tailed deer in the primary forest of Haida Gwaii,
British Columbia. In: Gaston, A.J. (Ed.), Laskeek Bay Research,
vol. 7. Laskeek Bay Conservation Society, Queen Charlotte City,
BC, pp. 2-26.

deCalesta, D.S., 1997. Ecosystem management for deer. In: McShea,
W.J., Rappole, J.H., Underwood, H.B. (Eds.), The Science of Over-
abundance: Deer Ecology and Population Management. Smithso-
nian Institute, Washington, DC, pp. 267-279.

Diamond, J.M., 1983. Laboratory, field and natural experiments.
Nature 304, 586-587.

Diamond, J.M., 1992. Must we shoot deer to save nature. Natural His-
tory 8, 2-8.

Douglas, G.W., Straley, G.B., Meidinger, D., 1998. Rare Native Vascu-
lar Plants of British Columbia. Ministry of Environment, Lands
and Parks, Victoria, BC.

Engelstoft, C., 2001. Effects of Sitka Black-tailed Deer (Odocoileus
hemionus sitkensis) on understorey in old-growth forest on Haida
Gwaii (Queen Charlotte Islands), British Columbia. M.Sc. thesis,
University of Victoria, Victoria, BC.

Frelich, L.E., Lorimer, C.G., 1985. Current and predicted long-term
effects of browsing on hemlock forests in Michigan, U.S.A. Biologi-
cal Conservation 34, 99-120.

Gaston, A.J., Sharpe, S., Stockton, S., Golumbia T., Martin J.L., In
press. The Reef Island and SGaang Gwaay deer culls: progress,
results and vegetation changes. In: Gaston, A.J., Golumbia, T.E.,
Martin, J.-L., Sharpe, S.T. (Eds.), Lessons from the Islands: Intro-
duced Species and What They Tell us About How Ecosystems
Work, Canadian Wildlife Service Special Publication, Environment
Canada, Ottawa.

Gill, R, 1999. Deer management to protect forest vegetation, a British
perspective. In: Wiggins, G.G. (Ed.), Proceedings of the Cedar Sym-
posium, Queen Charlotte Islands, BC, May 28-30, 1996. Ministry
of Forests MROY4, Victoria, BC, pp. 59-68.

Gotelli, N.J., Colwell, R.K., 2001. Quantifying biodiversity: procedures
and pitfalls in the measurement and comparison of species richness.
Ecology Letters 4, 379-391.

Gregg, EE., 1923. Cruise on Queen Charlotte Islands. Managers
Report, BC Forest Service, Victoria, BC.

Hall, W., 1937. Moresby forest: survey and preliminary management
plan. Survey R49, BC Forest Service, Victoria.

Harbo, S.J., Dean, F.C., 1983. Historical and current perspectives on
wolf management in Alaska. In: Carbyn, L.N. (Ed.), Wolves in
Canada and Alaska: Their Status, Biology, and Management.
Canadian Wildlife Service Report No. 45. Ottawa, pp. 51-65.

Hester, AJ., Miles, J.,, Gimmingham, C.H., 1991. Succession from
heather moorland to birch woodland 1: experimental alteration of
specific environmental conditions in the field. Journal of Ecology
79, 303-315.

Hitchcock, C.L., Cronquist, A., 1973. Flora of the Pacific Northwest.
University of Washington Press, Seattle.

Hobbs, N.T., 1996. Modification of ecosystems by ungulates. Journal
of Wildlife Management 60, 695-713.

Hopkinson, A.D., 1931. A visit to Queen Charlotte Islands. Empire
Forestry 10, 20-36.

Horsley, S.B., Marquis, D.A., 1983. Interference by weeds and deer
with Allegheny hardwood reproduction. Canadian Journal of For-
est Research 13, 61-69.

Hough, A.F., 1965. A twenty-year record of vegetation change in a vir-
gin Pennsylvania forest. Ecology 46, 370-373.

Huston, M.A., 1979. A general hypothesis of species diversity. Ameri-
can Naturalist 113, 81-101.

Kempton, R.A., 2002. Species diversity. In: El-Shaarani, A.H., Pie-
gorsh, W.W. (Eds.), Encyclopedia of Environmetrics, vol. 4. John
Miley and Sons, Chisester, pp. 2086-2092.

Kirchhoff, M.D., 1991. Status Biology and Conservation Concerns for
the Wolf (Canis lupus ligoni) in Southeast Alaska. US Forest Ser-
vice. Alaska Dept. of Fish and Game, Division of Wildlife Conser-
vation. Douglas, Alaska.

Klein, D.R., 1965. Ecology of deer range in Alaska. Ecological Mono-
graphs 35, 259-284.

Kuiters, A.T., Mohren, G.M.J., Van Wieren, S.E., 1996. Ungulates in
temperate forest ecosystems. Forest Ecology and Management 88,
1-5.

Leopold, A., 1943. Deer irruptions. Wisconsin Conservation Bulletin 8,
3-11.

Lomer, F., Douglas, G.W., 1999. Additions to the vascular plant flora
of the Queen Charlotte Islands, British Columbia. Canadian Field-
Naturalist 113, 235-240.

MacArthur, R.H., Wilson, E.O., 1963. An equilibrium theory in insular
biogeography. Evolution 17, 373-387.

Marquis, D.A., 1974. The Impact of Deer Browsing on Allegheny
Hardwood Regeneration. U.S. Department of Agriculture, Forest
Service Research Paper NE-308.

Martin, J.L., Gaston, A.J., Hitier, S., 1995. The effect of island size and
isolation on old growth forest habitat and bird diversity in Gwaii
Haanas (Queen Charlotte Islands, Canada). Oikos 72, 115-131.

Martin, J.L., Daufresne, T., 1999. Introduced species and their impacts
on the forest ecosystem of Haida Gwaii. In: Wiggins, G.G. (Eds.),
Proceeding of the Cedar Symposium, Queen Charlotte Islands,
BC, May 28-30, 1996. Ministry of Forests MRO94, Victoria, pp.
69-85.

Martin, J.L., Baltzinger, C., 2002. Interaction among deer browsing,
hunting and tree regeneration. Canadian Journal of Forest
Research 32, 1254-1264.

McArthur, E.D., Blauer, A.C., Sanderson, S.C., 1988. Mule deer -
induced mortality of mountain big sagebrush. Journal of Range
Management 41, 114-117.

McCaffery, K.R., Tranetzki, J., Piechura, J., 1974. Summer foods of
deer in Northern Wisconsin. Journal of Wildlife Management 38,
215-219.


http://viceroy.eeb.uconn.edu/estimates
http://viceroy.eeb.uconn.edu/estimates
http://viceroy.eeb.uconn.edu/estimates

128 S.A. Stockton et al. | Biological Conservation 126 (2005) 118-128

McCullough, D.R., 1997. Irruptive populations of ungulates. In: McS-
hea, W.J., Underwood, H.B., Rappole, J.H. (Eds.), The Science of
Overabundance: Deer Ecology and Population Management.
Smithsonian Institute, Washington, DC, pp. 69-98.

McNaughton, S.J., 1984. Grazing lawns: animals in herds, plant form
and coevolution. American Naturalist 124, 863-886.

McShea, W.J., Underwood, H.B., Rappole, J.H. (Eds.), 1997. The Sci-
ence of Overabundance: Deer Ecology and Population Manage-
ment. Smithsonian Institute, Washington, DC.

McShea, W.J., Rappole, J.H., 2000. Managing the abundance and
diversity of breeding bird populations through manipulation of
deer populations. Conservation Biology 14, 1161-1170.

Miller, S.G., Bratton, S.P., Hadidan, J., 1992. Impacts of white-tailed
deer on endangered and threatened vascular plants. Natural Areas
Journal 12, 67-75.

Mueller-Dombois, D., Ellenberg, H., 1974. Aims and Methods of Vege-
tation Ecology. Wiley, New York.

Munro, J.A., 1935. The introduction of coast deer and ring-necked
pheasant on Graham Island British Columbia. Report of the pro-
vincial game commission for the year ended December 31 1935. BC
Game Commission. Victoria, British Columbia.

Ogilvie, R.T., 1994. Rare and endemic vascular plants of Gwaii Haanas
(South Moresby) Park, Queen Charlotte Islands, British Columbia.
FRDA Report 214, Victoria.

OIff, H., Ritchie, M.E., 1998. Effects of herbivores on grassland diver-
sity. Trends in Ecology and Evolution 13, 261-264.

Osgood, W.H., 1901. Natural History of the Queen Charloatte Islands,
British Columbia. North American Fauna, No. 21. Government
Printing Office, Washington DC.

Pojar, J., 1999. The effects of deer browsing on the plant life of Haida
Gwaii. In: Wiggins, G.G. (Eds.), Proceedings of the Cedar Sympo-
sium, Queen Charlotte Island, BC, May 28-30, 1996. Ministry of
Forests MROY4, Victoria, pp. 90-97.

Pojar, J., MacKinnon, A., 1994. Plants of Coastal British Columbia;
Including Washington, Oregon and Alaska. Lone Pine, Vancouver.

Pojar, J., Lewis, T., Roemer, H., Wilford, D.J., 1980. Relationship between
introduced black-tailed deer and the plant life in the Queen Charlotte
Islands, Ministry of Forests, Smithers, British Columbia, Canada.

Quin, S.L., Wilson, J.B.,, Mark, A.F., 1987. The island biogeography of
Lake Manapouri, New Zealand. Journal of Biogeography 14, 569-581.

Rhoads A.F., 1997. Deer impact on herbaceous plants and shrubs in the
forest. In: Gibbon, D.L. (Eds.), Proceedings of the Conference on the
Impact of Deer on the Biodiversity and Economy of the State of
Pennsylvania, Harrisburg, Pennsylvania, September 24-26, 1996.

Ricketts, T.H., Dinerstein, E., Olson, D.M., 1999. Terrestrial Ecore-
gions of North America: A Conservation Assessment. Island Press,
Washington, DC.

Rooney, T.P., Dress, W.J., 1997a. Species loss over sixty-six years in the
ground layer of Heart’s Content, an old growth forest in Pennsyl-
vania. Natural Areas Journal 17, 297-305.

Rooney, T.P., Dress, W.J., 1997b. Patterns of plant diversity in over-
browsed old growth and mature second growth hemlock-northern
hardwood forest stands. Journal of the Torrey Botanical Society
124, 43-51.

Singer, F.J., Renkin, R.A., 1995. Effects of browsing by native ungu-
lates on the shrubs in big sagebrush communities in Yellowstone
National Park. Great Basin Naturalist 55, 201-212.

Sokal, R.R., Rohlf, F.J., 1995. Biometry: The Principles and Practice of
Statistics in Biological Research, third ed. W.H. Freeman, New
York.

Stockton, S.A., 2003. The Effect of Introduced Sitka Black-tailed
Deer Odocoileus hemionus sitkensis Merriam, on the Forest
Understorey Plant Communities of Haida Gwaii, British
Columbia: Pattern, Process, and Recovery 235 pages. Ottawa-
Carleton Institute of Biology, University of Ottawa, Ottawa,
Ontario.

Sullivan, T.P., Harestad, A.S., Wilkeem, B.M., 1990. Control of mam-
mal damage. In: Lavender, D.P., Parish, R., Johnson, C.M., Mont-
gomery, G., Vyse, A., Willis, R.A., Winston, D. (Eds.), Regenerating
British Columbia Forests. University of British Columbia Press,
Vancouver, pp. 8-34.

Taylor, R.L., 1989. Vascular plants of the Queen Charlotte Islands. In:
Scudder, G.E.E,, Gessler, N. (Eds.), The Outer Shores. Queen Char-
lotte Islands Museum Press, Skidegate, BC, pp. 121-125.

Tilghman, N.G., 1989. Impacts of white-tailed deer on forest regenera-
tion in northwestern Pennsylvania. Journal of Wildlife Manage-
ment 53, 524-532.

Turner, N.J., 1998. Plant Technology of First Peoples in British Colum-
bia. University of British Columbia Press, Vancouver.

Vila, B., Vourc’h, G, Gillon, D., Martin, J.L., Guibal, F., 2002. Is escap-
ing deer browse just a matter of time in Picea sitchensis. A chemical
and dendroecological approach. Trees — Structure Function 16,
488-496.

Vila, B., Guibal, F., Torre, F., et Martin, J.L., 2004a. Assessing spatial
variation in browsing history by means of fraying scars. Journal of
Biogeography 31, 987-995.

Vila, B, Torre, F., Guibal, F., Martin, J.L., 2004b. Can we reconstruct
browsing history and how far back. Lessons from Vaccinium par-
vifolium Smith in Rees. Forest Ecology and Management 201, 171-
185.

Waller, D.M., Alverson, W.S., 1997. The white-tailed deer: a keystone
herbivore. Wildlife Society Bulletin 25, 217-226.

Whitney, G.G., 1984. Fifty years of change in the arboreal vegetation
of Heart’s Content, an old growth hemlock-white pine-northern
hardwood stand. Ecology 65, 403-408.

Whittaker, R.J., 1998. Island Biogeography: Ecology, Evolution, and
Conservation. Oxford University Press, Oxford.

Woodward, A., Schreiner, E.G., Houston, D.B., Moorhead, B.B., 1994.
Ungulate-forest relationships in Olympic national park: retrospec-
tive exclosure studies. Northwest Science 68, 97-110.



	A natural experiment on the effects of high deer densities on the native flora of coastal temperate rain forests
	Introduction
	Methods
	Study area
	Deer density and history of deer browsing
	Habitat types and study plots
	Measurement of understorey vegetation
	Species richness at multiple scales
	Statistical analysis

	Results
	The effect of browsing history on vegetation cover
	0-50-cm stratum
	50-150-cm stratum
	150-400-cm stratum

	Browsing history and cover of main vegetation components
	Herbs
	Shrubs
	Young trees

	Browsing history and plant species richness
	Plot
	Island


	Discussion
	Variation in impact
	The browse zone
	Deer-modified plant communities
	Measuring what counts
	Implications for management and conservation: Crying wolf?

	Acknowledgements
	References


