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Abstract

Species diversity commonly increases with succession and this relationship is an important justification for
conserving large areas of old-growth habitats. However, species with different ecological roles respond differently to
succession. We examined the relationship between a range of diversity measures and time since disturbance for
boreal forest beetles collected over a 285 year forest chronosequence. We compared responses of “functional”
groups related to threat status, dependence on dead wood habitats, diet and the type of trap in which they were
collected (indicative of the breadth of ecologies of species). We examined fits of commonly used rank-abundance
models for each age class and traditional and derived diversity indices. Rank abundance distributions were closest to
the Zipf-Mandelbrot distribution, suggesting little role for competition in structuring most assemblages. Diversity
measures for most functional groups increased with succession, but differences in slopes were common. Evenness
declined with succession; more so for red-listed species than common species. Saproxylic species increased in
diversity with succession while non-saproxylic species did not. Slopes for fungivores were steeper than other diet
groups, while detritivores were not strongly affected by succession. Species trapped using emergence traps (log
specialists) responded more weakly to succession than those trapped using flight intercept traps (representing a
broader set of ecologies). Species associated with microhabitats that accumulate with succession (fungi and dead
wood) thus showed the strongest diversity responses to succession. These clear differences between functional
group responses to forest succession should be considered in planning landscapes for optimum conservation value,
particularly functional resilience.
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Introduction

An increase in species diversity with forest age has been
observed in many ecosystems [1–3] and is an important
motivation for the conservation of significant areas of long-
undisturbed habitats [4]. Early successional stages support a
unique disturbance-associated fauna, with anthropogenic
disturbances, such as clear-cutting, having similar effects to
natural disturbances such as fire if managed appropriately
[5,6]. Species associated with later successional stages are
expected to accumulate over time as a result of colonisation
events and the accretion of new habitats, which provide a
greater diversity of resources [7]. In regions where late
successional stages previously dominated the landscape, e.g.
boreal forests [8,9],, we might expect that these habitats would

support more species than more recently disturbed habitats,
which historically occupied a smaller area. This could result
purely as a consequence of the species-area relationship [10].

Although positive diversity-age relationships are common,
the relationship between species diversity and succession may
differ between guilds or functional groups. This is expected as
different species are dependent on resources that peak at
different points in succession. In particular, species that are
tied to microhabitats, such as dead wood, that tend to increase
in availability and diversity with forest age may benefit more
from succession than those that rely on succession-
independent microhabitats. Functional roles may thus be a key
determinant of diversity responses to habitat succession.
Knowledge of how responses differ among species with
different functional roles is critical in determining the resilience
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of ecosystems and specific functions to changes in disturbance
regimes. For example, we expect species important in the
decomposition of dead wood to be more sensitive to
succession than generalised predators, which has
consequences for the sustainability of those functions [5].

Although the effects of succession and disturbance on
species composition are well established [11–13], the highly
specific habitat use of many species means that more broadly
applicable indices of diversity are important in comparing
patterns across ecosystems and biomes. Identity-free diversity
is commonly measured using a range of simple to complex
measures. Simple indices include species richness and
abundance; more derived indices include Shannon’s diversity
index (H) [14] or Pielou’s evenness index (J) [15]; and models
of rank-abundance relationships explore the structure of
assemblages in more detail. A variety of different rank-
abundance models have been proposed, with a diversity of
possible mechanisms producing each curve. The best model is
thought to depend on successional stage [16,17],
environmental severity or homogeneity [18,19], species
richness [20] or taxonomic breadth [19]. The most desirable of
these models include parameters that can be considered to be
biologically meaningful. The model that best fits a data set and
its parameters might be expected to change with habitat
succession. For example, if the importance of competition
increases at later successional stages, as proposed in the
intermediate disturbance hypothesis [21,22], we might expect
models representing competitive mechanisms to increasingly
appear as the best descriptor of assemblage structure as a
habitat ages. We might also expect that the importance of
competition will depend on the functional groups examined and
how easily their preferred resources might be dominated.

Beetles are an inordinately diverse animal group (J.B.S.
Haldane, quoted by Hutchinson 1959 [23,24] [24,25]) and
beetle assemblages therefore present an ideal model system in
which to test the effect of functional roles on diversity
responses to succession. An improved understanding of beetle
diversity responses to succession will provide insights into the
resilience of diverse functional groups to habitat disturbance
resulting from anthropogenic land use and the increase in
natural storm and fire events associated with climate change.
We used beetle assemblages in Swedish boreal forests, where
harvesting regimes have led to significant reductions in the
area of older stands and many beetle species are red-listed
[26], to address the following questions:

1 Which rank-abundance model is the best fit to the rank
abundance curve and does the identity of the best-fit model
depend on time since disturbance or beetle functional group?
We predicted that models consistent with competitive
structuring of a community would provide a better fit to the data
at later successional stages, as suggested by the intermediate
disturbance hypothesis. We considered “functional” groups
based on: a) threat status; b) dependence on dead wood
(“saproxylic”); c) diet; and d) trap type, considered indicative of
the ecological breadth of the assemblage (here, flight intercept
traps collected species with a broad set of ecologies, i.e., any
flying species, while emergence traps targeted a narrow set,
i.e., species feeding on dead wood). We expected that

functional groups reliant on a narrower diversity of resources
would include more species that compete directly and would
therefore be more likely to be competitively structured. For
example, beetle assemblages collected on relatively uniform
supplemented logs are expected to show greater competitive
structuring than those collected using a less specific trapping
method such as flight intercept traps.

2 Does diversity increase with time since disturbance and does
this relationship depend on functional group? Here, we test the
relationship between stand age and diversity for the functional
groups considered in question one. We include simple
measures of diversity such as abundance and species
richness, traditional diversity indices and model-derived
diversity indices.

We expected: a) threatened (red-listed) species would
increase in diversity with stand age more rapidly than common
species as species are commonly threatened through loss of
habitat; b) after an early peak due to high dead wood
availability after clear-cutting, specialists on dead wood would
increase more rapidly with stand age than other species as
more suitable and diverse habitat becomes available; c)
species that feed on fungi and detritus, which slowly
accumulate through succession, would increase more rapidly
than predators; and d) assemblages of species collected using
emergence traps would increase in diversity more slowly with
succession (because the total pool of specialist species would
be smaller) and be more competitively structured (because
they rely on a single type of resource) than those collected
using flight intercept traps.

Methods

Ethics statement
All necessary permits were obtained for the described field

studies. Permits were obtained from Västerbotten
Länstyrelsen, Sweden, and the forest companies Holmenskog,
Sveaskog, and SCA allowed access to their land.

Study sites
We worked in the central-boreal vegetation zone of Sweden

[27] between the latitudes 63.6 N and 64.3 N and longitudes
16.9 E and 20.1 E, and altitudes from 100 to 550 m a.s.l.
Stands in the study areas were Norway spruce-dominated
(Picea abies Karst.) forests of Myrtillus-type understory [28],
mainly surrounded by managed forests of a range of age
classes. Scots pine (Pinus sylvestris L.) was the next-most
common tree species, while birch (Betula spp.) and aspen
(Populus tremula L.) also occurred in sparse populations, both
in the research areas and surrounding forests. We selected
nine areas that included five stands of spruce within a 15 km
radius, with each stand representing one of five age classes: 1)
old-growth stands in or in direct association with a nature
reserve or national park (mean tree age 160 yr, mean stand
size 249 ha); 2) mature production stands (120 yr, 10 ha); 3)
middle-aged, recently commercially thinned stands (53 yr, 8
ha); 4) young unthinned forest stands (30 yr, 16 ha); and 5)
clear-cut areas (5–7 yr, 16 ha) (for further information, see
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Stenbacka [29] et al. 2010). This set up allowed us a broad
spread of stand ages and the blocked design prevented
problems with spatial autocorrelation.

Insect sampling and identification
Beetles were sampled continuously, i.e., traps were active,

from May to September 2006 using three flight intercept traps
at each of the forty-five sites. During this period, emergence
traps [30–33] were placed on spruce logs (4 m by 200-250 mm
diameter (ø)), which had been placed out in the old-growth,
mature and clear-cut sites (described as age classes 1, 2 & 5
above; n=9 for each class) in winter 2001-2002. Logs were
separated by approximately 50 m. The emergence traps were
designed to collect all insects emerging from a 30 cm enclosed
section of the logs by wrapping this section in polypropylene
weed barrier cloth, which was kept separated from the log by
wire. The traps were sealed with wire at both ends and moved
to a new position on the log every trapping year to avoid any
influence on natural colonization or succession by insects.
Emerging insects were collected in a white 300 ml plastic
bottle, attached to the top of the trap and one-third filled with
50% propylene glycol and some detergent to reduce the
surface tension.

We placed three flight-intercept traps (Polish IBL2-traps;
CHEMIPAN, Warszawa, Poland; see Pettersson et al. [29]
2007) 50 m apart in each stand. The intercepts were directed
toward 0°, 120°, and 240°. The traps were hung on a
polypropylene rope (ø 6–8 mm) strained between two trees, or
in some cases on clear-cuts between wooden poles (ø 27 mm
and 2.5 m long). Additional cords were strained to the ground
to make the traps less wind sensitive. Beetles were collected in
600 ml plastic bottles one-third filled with 50% propylene glycol
with a small amount of detergent. A rainwater drainage module
was attached between the trap and the bottle to avoid
overfilling of the bottle and dilution of the glycol solution.

All collected beetles were identified to species, with the
exception of Acrotrichis sp. (Family Ptiliidae). We used
Speight’s [34] definition of saproxylic and also classified
saproxylic beetles according to feeding habits (cambium
consumers, detritivores, fungivores and predators) using The
Saproxylic Database (Nordic saproxylic network, 2010,
www.saproxylic.org), to which species confined to the northern
part of Sweden were added (Hilszczański, J, Pettersson, R.
and Lundberg, S. pers. comm.) (Appendix S1). The beetles
were classified as red-listed based on the Swedish red list [35].
Nomenclature and taxonomy of the beetles follows [36,37]. We
used those species that fit distinctly within each category and
did not include generalists, e.g., species that consumed both
detritus and fungi.

Allocation to functional groups allowed us to determine if the
ecological role of species affected the way in which measures
of their diversity responded to succession. In particular, we
compared species that differed in threat status (red-listed and
common species), in their reliance on dead wood (obligatory
saproxylic, facultative saproxylic and non-saproxylic), diet
(specialist cambium consumers, detritivores, fungivores and
predators) and the way in which they were collected
(emergence traps on experimental logs, which collect species

specifically associated with dead wood of an early decay stage,
and flight intercept traps, which collect a broader fauna). For all
comparisons, except the trap-type comparison, we used only
data collected in flight-intercept traps to encompass all forty-
five sites.

Analyses
For analyses, we used data pooled from all window traps or

all emergence traps, such that n = 45. To determine whether
stand age affected the form of the beetle species rank
abundance distribution, we used the package vegan on R 2.12
[38]. We used Akaike’s information criterion (AIC, Akaike 1974
[39]) to find the best fit model for assemblages collected in
each stand from a range of proposed models including purely
statistically descriptive models and models representing niche-
apportionment, i.e., a competitively structured community [40].
We compared the niche-oriented Broken Stick and Dominance-
Preemption models and the descriptive (null) Lognormal, Zipf
and Zipf-Mandelbrot models (Table 1). The niche-
apportionment models can be interpreted as indicative of the
importance of competition in structuring assemblages.
However, competition is not necessarily the driver for these
patterns and alternative mechanisms can result in similar
models [41], so interpretation of causation should be cautious.

The form of the best fit models was identified for all stands
for a subset of “functional” groups where there were at least
twenty species collected in each stand to maintain statistical
power. The subset of functional groups included saproxylic,
trap type and diet (fungivores and predators only). We used a
χ2 test to compare observed with expected occurrences of best
fit models for each functional group. We used a nominal logistic
regression on JMP [42] to determine if stand age affected the
likelihood of a particular model occurring.

Although the Zipf-Mandelbrot and Zipf models are commonly
the best fit to rank abundance data, their parameters lack
robustness [43,44]. Instead, we used Mouillot and Lepretre’s
[45] p1 and p2 to obtain indices that behave similarly to the Zipf-
Mandelbrot β and γ. β and γ showed highly erratic patterns and
are non-independent, so p1 and p2 are recommended as
alternatives [45]. Here, p1 describes the evenness of an
assemblage, -p2 is correlated with γ or ecosystem predictability,
i.e., the average probability of the appearance of a species
[41]. p1/p2 is negatively correlated with β, which represents
niche diversity, i.e., the diversity of the environment [45]. p1

was examined only through the analysis of p1/p2 as p1 is known
to correlate with Pielou’s J [45].

We used ANCOVA on JMP [42] to determine the effect of the
predictors functional group and stand age (log-transformed) on
the response variables species richness, abundance,
Shannon’s diversity index (Shannon’s H) and Pielou’s
evenness index (Pielou’s J) (calculated on vegan in the R
program), predictability (p2) and niche diversity (p1/p2). To
compare these response variables amongst trap types, for
which we had data only for three of the five stand ages, we
used a two-way ANOVA on JMP, with the predictors stand age
and trap type. In particular, we were interested in whether there
were interactions between functional group/trap type and age
that suggested that the importance of stand age differed
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amongst groups. All data met the assumptions of homogeneity
of variances before or after log transformation.

Because reserves were larger than younger stands, there
was a risk that differences in species richness might result from
the species-area effect, so we tested the effect of stand area
on species richness.

Results

We collected 42 457 individuals belonging to 656 species in
the flight intercept traps and 9451 individuals from 279 species
in the emergence traps. Total species richness of the functional
groups in flight intercept traps (used for most analyses) was:
cambium consumers, 42 species; detritivores, 24; fungivores,
167; predators, 125; non-saproxylic species, 217; facultative
saproxylics, 159; obligate saproxylics, 271; red-listed, 42 (50%
fungivores); and non-red-listed (“common”), 614 species.

Rank abundance models
Descriptive models proved a better fit to the data than niche-

apportionment models. The Zipf-Mandelbrot and Zipf models
were the best models (lowest AIC) for all groups examined,
although the Dominance Pre-emption model was highest
ranked for one of forty-five stands for the emergence trap data.
Chi-square tests showed that the Zipf-Mandelbrot model was
the best model significantly more often than expected for most
functional groups (Table 2). The exception to this was the
emergence trap data, where the Zipf model was the best fit in
74% of cases.

The occurrence of the Zipf model as best model increased
with age for fungivores (Table 2), with the model being most
prevalent for mature production stands (56% of mature stands).

The opposite pattern was observed for beetles collected in
emergence traps, with the Zipf-Mandelbrot model increasing in

Table 2. Summary of model fits for common functional
groups, showing: the percentage of best fit models across
the forty-five age classes for each type of model; best fit
model; the χ2 test of whether the frequency of the model
that fit best most often differed from expected; and the test
of whether the best model changed with age.

 % Best Fit (BF) Model BF BF Frequency
Change in BF
with age

Functional
group Niche Descriptive      
 BS DP LN Zipf ZM  χ2

(1) p χ2
(1) p

Saproxylic           
Non-
saproxylic

0 0 0 31 69 ZM 67.2 <0.001 2.1 0.147

Facultative 0 0 0 40 60 ZM 45.0 <0.001 0.6 0.429
Obligatory 0 0 0 11 89 ZM 133.5 <0.001 0.6 0.440

Diet           
Fungivore 0 0 0 18 82 ZM 108.9 <0.001 5.2 0.022
Predator 0 0 0 9 91 ZM 142.2 <0.001 2.3 0.317

Trap           
Emergence 0 4 0 74 22 Zipf 49.3 <0.001 8.5 0.076
Flight-
intercept

0 0 0 7 93 ZM 88.9 <0.001 4.9 0.086

Models are: niche-apportionment models: BS = Broken stick; DP = Dominance
pre-emption; and descriptive models: LN = Lognormal; Zipf = Zipf; ZM = Zipf-
Mandelbrot. BF = best fit.

Table 1. Rank abundance models tested, their authors and formulae.

Model (Author) Formula Parameters Description
Niche-apportionment    

Broken Stick (MacArthur
1957, Pielou 1975)

ar = (J/S) ∑S
x=r (1/x) J = abundance; S = no. species

Represents a resource pool, imagined as a stick, broken by n-1 points
thrown randomly along the stick, representing the niches of n species;
Can be imagined as a group of n species of equal competitive ability
simultaneously occupying the total niche and jostling to determine niche
boundaries (Tokeshi 1993)

Dominance-Preemption
(Tokeshi 1990)

ar = Jα(1-α)(r-1)
J = abundance; α = decay rate of abundance
per rank

Describes the least even species abundance distribution, where, after
initial colonisation or speciation, each new species pre-empts more than
50% of the smallest remaining niche

Descriptive    

Log-Normal (Preston 1948,
1962)

ar = e(log(μ) + log(σ)N)

N = normal deviate; μ = mean
loge(abundance); σ = standard deviation
loge(abundance)

Assumes that the logarithmic abundances are distributed normally

Zipf (Zipf 1949) ar = J(p1)r γ
p1 = fitted proportion of most abundant
species; γ = decay coefficient.

Zipf’s law states that the frequency of any species is inversely
proportional to its rank.

Zipf-Mandelbrot
(Mandelbrot 1965)

ar = Jc(r+ β)γ
c = meaningless scaling constant; β =
deviation below the asymptote described by γ

Using a fractal tree, Mandelbrot generalized the Zipf model to produce
the Zipf-Mandelbrot distribution (McGill 2007). Assumes habitat can be
considered hierarchical in structure (Barangé & Campos 1991)

ar represents the expected abundance a of of species at rank r. Models were either biologically oriented “niche-apportionment” or statistically oriented “descriptive”. The
Broken Stick model was used as the null model, with individuals randomly distributed among observed species.
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occurrence with stand age, although not significantly. No trends
were evident for any other groups (Table 2).

Traditional diversity indices
Our test of the relationship between species richness and

area for all species showed that area did not significantly
predict species richness (R2 = 0.06; F(1,43) = 2.65; p = 0.110)
and the larger size of reserve sites was therefore unlikely to
have influenced our results. Both stand age and functional
group significantly affected traditional diversity measures for
most sets of functional groups and interactions between
functional group and age were common (Table 3, Figures 1
and 2). Most functional group sets increased in species
richness, abundance and Shannon’s H with age, although not
always significantly so. Pielou’s evenness tended to decrease
with stand age. Variance explained by R2 ranged from weak
(0.11) to moderate (0.50), indicating that unmeasured variables
are also likely to be important.

Significant interactions between stand age and functional
group, which indicated that species with different ecological
roles had different age-diversity slopes, were evident for a
range of diversity measures and functional groups (Table 3).
Interactions for the threat status group indicated differences in
the slopes or significance of relationships with stand age
between common and red-listed species (Table 4, Figures

1a,e, 2a,e). For saproxylic groups, the interaction indicated that
non-saproxylic species responded differently from facultative
and obligatory saproxylic species: no traditional metrics (i.e.,
abundance, species richness, Shannon’s H and Pielou’s
evenness) changed significantly with age for non-saproxylic
species (Table 4, Figures 1b,f, 2b,f). The evenness of
obligatory saproxylic species also did not change with stand
age. For diet groups, a significant interaction indicated that
detritivore abundance and Shannon’s H did not respond to
stand age, while that of other groups did (Table 4, Figures 1c,g,
2c,g). Amongst diet groups, Shannon’s H increased with age
only for predators.

ANOVAs revealed interactions between trap type and age for
most traditional diversity measures (Table 3). Species richness
and abundance were particularly high in flight intercept traps in
mature production stands and old-growth reserves, compared
with clear-cuts, but relatively constant across stand ages for
emergence traps (Figures 1d, h). Shannon’s H and Pielou’s
evenness were low in mature production stands and old-growth
reserves, relative to clear-cuts, but only for species collected in
emergence traps (Figures 2d, h).

Model-based indices
Model-based indices suggested patterns that were largely

consistent with traditional indices, but gave some further

Table 3. Analysis of the effect of functional group (FG), stand age and their interaction on measures of diversity.

 Threat status  Saproxylic  Diet  Trap type

 Dev. p  Dev. p  Dev. p  Dev. p

Abundance            
FG 1053.3 <0.001  250.0 <0.001  233.5 <0.001  36.8 <0.001
Age 17.5 <0.001  22.3 <0.001  57.8 <0.001  85.8 <0.001
Age*FG 1.6 0.213  6.7 0.036  27.9 <0.001  0.2 0.900

Sp. richness            
FG 2574.8 <0.001  383.2 <0.001  1342.5 <0.001  23.7 <0.001
Age 22.8 <0.001  25.9 <0.001  54.0 <0.001  465.7 <0.001
Age*FG 5.8 0.016  11.6 0.003  5.6 0.130  8.8 0.012
 F p  F p  F p  F p
Shannon’s H            
FG 717.7 <0.001  42.5 <0.001  206.6 <0.001  179.5 <0.001
Age 18.4 <0.001  13.9 <0.001  4.9 0.028  5.1 0.010
FG*Age 7.5 0.008  2.1 0.128  1.4 0.241  8.6 0.001
Evenness            
FG 99.8 <0.001  14.9 <0.001  41.5 <0.001  37.1 <0.001
Age 10.1 0.002  5.6 0.020  20.4 <0.001  8.4 0.001
FG*Age 7.2 0.009  0.9 0.395  3.3 0.023  5.0 0.011
p1/p2            
FG    10.49 <0.001  189.9 <0.001  1.4 0.248
Age    9.36 0.003  20.83 <0.001  2.8 0.071
FG*Age    1.35 0.264  3.81 0.011  2.4 0.101

p2            
FG    34.61 <0.001  66.77 <0.001  0.0 0.933
Age    0.09 0.759  1.32 0.251  6.2 0.004
FG*Age    1.27 0.284  2.32 0.077  5.0 0.011
All response variables except Pielou’s evenness, Shannon’s H were log-transformed prior to analysis.
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Figure 1.  Relationships between stand age and abundance and stand age and species richness for beetle functional
groups based on : a) and e) threat status; b) and f) degree to which species are dependent on dead wood; c) and g) diet;
and d) and h) trapping method.  Symbols are as follows: threat status: common species (●); red-listed species (○); saproxylic:
non-saproxylic (Δ); facultative saproxylic (▲); obligatory saproxylic (▲); diet: cambium consumers (♦); detritivores (◊); fungivores
(♦); predators (×); trap type: emergence = white bars; flight intercept = grey bars. Only significant or near-significant regression lines
are shown. Lines may appear curved due to the log scale of the y-axis.
doi: 10.1371/journal.pone.0072764.g001
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Figure 2.  Relationships between stand age and Shannon’s H and stand age and Pielou’s evenness index for beetle
functional groups based on: a) and e) threat status; b) and f) degree to which species are dependent on dead wood; c) and
g) diet; and d) and h) trapping method.  Symbols as for Figure 1. Only significant or near-significant regression lines are shown.
Lines may appear curved due to the log scale of the y-axis.
doi: 10.1371/journal.pone.0072764.g002
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insights into community structure (Tables 3 & 4, Figure 3). To
reiterate, p2 is correlated with ecosystem predictability and p1/p2

is negatively correlated with niche diversity. The effect of threat
status on the response of model-based diversity indices to age
could not be tested as red-listed species were too rare to
create valid models for individual sites. For common species,
index p2 decreased with stand age, indicating increasing
predictability, while there was no relationship between stand
age and p1/p2 (Figures 3a,e). Amongst saproxylic groups, the
relationship between stand age and p1/p2 was significant only
for non-saproxylic species, which declined with stand age,
although the relationship was relatively weak (R2 = 0.15, Figure
3b). The slope of the p2 – stand age relationship was lowest
and the relationship strongest for facultative species,
suggesting that their assemblages were most predictable, while
non-saproxylic species showed no relationship (Figure 3f).

For diet, p1/p2 increased with stand age for fungivores, but R2

was low and the relationship was not significant for other taxa
(Figure 3c). This suggested an increase in niche diversity with
age for fungivores. Interactions between age and functional
group resulted from a stronger relationship between p2 and
stand age for fungivores than for predators (Table 4, Figure
3g). This indicated increasing predictability of fungivore
assemblages with age. For trap type, p1/p2 showed a non-
significant trend to increase with stand age for emergence

traps, suggesting an increase in niche diversity (Figure 3d).
Interactions between trap type and stand age were significant
or close to significant for p2 (Figure 3h). p2 was lowest in clear-
cut stands for flight intercept traps, indicating high predictability
relative to other stand ages.

Discussion

Boreal beetle assemblages responded strongly to forest
succession. The best-fit rank abundance curve did not suggest
a strong role for biotic interactions in structuring assemblages,
i.e., statistical models provided a better fit than niche-based
models for almost all functional groups and stand ages. The
slopes of several traditional and derived diversity measures
depended on functional group. In particular, species dependent
on resources that are slow to accumulate, e.g., saproxylic and
fungivorous species, showed the steepest slopes. Succession
thus affected the diversity of different functional groups
differently, which is an important consideration in conservation
decision-making, where the aim is commonly to maximise
diversity across landscapes (e.g. [46]).

Table 4. R2 and F values, best fit lines and significance of relationship between response variables and log(age) in
regression analyses.

 R2 F  Best fit  R2 F  Best fit  R2 F  Best fit

Response: Abundance  Species richness  Shannon’s H

Common species 0.27 15.7 *** y=348.4x + 276.7  0.28 17.1 *** y=26.2x + 83.4  0.07 3.2 † y=0.12x + 3.57

Red-listed species 0.24 13.6 *** y=9.4x -0.6  0.27 15.6 *** y=3.3x + 1.1  0.26 15.2 *** y=0.56x + 0.60

Non-saproxylic 0.00 0.0    0.00 0.1    0.02 1.0   

Facultative saproxylic 0.27 16.0 *** y=123.5x + 66.3  0.32 20.3 *** y=16.9x + 40.4  0.18 9.6 ** y=0.35x + 2.07

Obligatory saproxylic 0.22 12.2 ** y=231.8x + 133.7  0.46 37.2 *** y=13.3x + 17.6  0.10 5.0 * y=0.16x + 2.93

Cambium consumers 0.33 21.4 *** y=204.9x -154.9  0.28 16.8 *** y=4.1x + 3.9  0.01 0.4   

Detritivores 0.03 1.2    0.07 3.4 † y=1.3x + 4.9  0.05 2.2   

Fungivores 0.46 36.6 *** y=183.9x + 3.0  0.50 42.8 *** y=14.5x + 19.8  0.06 2.6   

Predators 0.17 8.5 ** y=42.6x + 49.1  0.24 13.4 *** y=5.4x + 17.9  0.11 5.4 * y=0.19x + 2.42

Response: Pielou’s Evenness  P1/P2  P2

Common species 0.04 1.8    0.01 0.4    0.18 9.6   

Red-listed species 0.17 8.2 ** y=-0.34x + 1.47         ** y=-0.09x -0.11

Non-saproxylic 0.00 0.1    0.15 6.6 * y=-10.2x + 29.4  0.02 0.9   

Facultative saproxylic 0.11 5.5 * y=-0.07x + 0.52  0.02 0.8    0.25 14.0   

Obligatory saproxylic 0.06 2.7    0.00 0.1    0.11 5.4 *** y=-0.37x -0.15

Cambium consumers 0.31 19.3 *** y=-0.16x + 0.90         * y=-0.12x -0.20

Detritivores 0.14 6.9 * y=-0.30x + 1.36           

Fungivores 0.10 5.0 * y=-0.06x + 0.50  0.11 5.4 * y=21.4x -5.8  0.17 8.7   

Predators 0.06 2.9 † y=-0.05x + 0.54  0.02 0.9    0.07 3.5 ** y=-0.30x -0.25

*** p < 0.001, **p < 0.01, *p < 0.05, † 0.1<p<0.05. For the line of best fit, x = log(age), y = response.
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Figure 3.  Relationships between stand age and Mouillot and Lepretre’s (1999) derived parameters for the Zipf-Mandelbrot
distribution for beetle functional groups based on: a) and e) threat status; b) and f) degree to which species are dependent
on dead wood; c) and g) diet; and d) and h) trapping method.  Functional groups where several age classes supported less
than twenty species (red-listed species, detritivores and cambium consumers) were excluded. Symbols as for Figure 1. Only
significant or near-significant regression lines are shown. Lines may appear curved due to the log scale of the y-axis.
doi: 10.1371/journal.pone.0072764.g003
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Rank-abundance models and succession
Of the rank-abundance models tested, the Zipf-Mandelbrot

model was most commonly the best fit model, as for previous
studies (e.g., [47]). Best model differed only for trap type, with
the Zipf model the most common best fit for emergence traps,
while the Zipf-Mandelbrot model was most common for flight
intercept data. The Zipf model is a special case of the Zipf-
Mandelbrot model, where β=0 [45]. β is thought to represent
niche diversity, so the prevalence of the Zipf model for species
caught in emergence traps suggests that niche diversity may
be less important in determining the shape of the rank
abundance curve for emergence trap species. This seems
plausible as the experimental logs on which emergence traps
were placed were relatively uniform, i.e., of the same
decomposition stage and tree species, thus supporting fewer
niches than the area trapped by the less targeted flight
intercept traps.

Rank abundance fits did not suggest that biotic interactions
were important in structuring beetle assemblages: the
dominance pre-emption and broken stick models, which
describe competitively structured assemblages, were very
rarely amongst the top models. The Zipf-Mandelbrot and Zipf
models are descriptive models [40], and their superior fit
cannot be attributed to biotic interactions such as niche
partitioning. However, this is not necessarily indicative of a
neutral mechanism of assemblage structuring as previous
studies suggest that multiple mechanisms can lead to the same
model [19,48–52].

The best-fit model changed with stand age for fungivores,
with the Zipf model becoming more prevalent than the Zipf-
Mandelbrot model in older stands. This indicates that niche
diversity (β, represented by p1/p2) may have become less
important with increasing stand age for this group. Previous
studies suggest that the abundance and diversity of fungi
increases with the availability of dead wood [53–55], which
depends on stand age [56,57], thus providing a greater
diversity of habitats, so this is a surprising outcome. Closer
inspection of the data revealed a non-significant trend for the
Zipf model to appear in mature production stands. In contrast
to other stand types, mature production stands have previously
been selectively logged and are therefore likely to support a
reduced diversity of dead wood habitats [57,58]. Previous
studies using experimental logs suggest that the saproxylic
beetle fauna in these sites is similar to that in old-growth
forests [5,12,59,60]. However, patterns detected here suggest
that assemblage structure may differ subtly for fungivores, with
dominance being greater in mature production stands.

Although different mechanisms can lead to the same model
[19,52], the overall consistency in model fit across successional
stages (with the exception of fungivores) suggests there is
unlikely to be any fundamental change in the mechanisms
structuring assemblages of most functional groups over time. It
also suggests that the structure of different functional groups
may result from similar mechanisms. Previous studies have
revealed a variety of responses of rank-abundance models to
succession, ranging from no change [47,61], change in fit with
succession [62] to a change through three model types with
age [63,64]. The consistency in model fits shown here

suggests that there is no increase in competitive dominance
through succession for beetles in boreal forests (cf.
intermediate disturbance hypothesis [21,22]). This is in contrast
to patterns for ants in this system [65], and may be a result of
the high dispersal ability and habitat specificity of beetles. In
addition, short summers and low temperatures at high latitudes
(63-65° N in this study) could limit the ability of beetles to
exploit all available resources [59,66–68].

Successional trends in diversity indices amongst
functional groups

Most indicators suggested that diversity increased with
succession. Traditional measures, including abundance,
species richness and Shannon’s diversity index increased with
stand age for most functional groups, while Pielou’s evenness
index decreased for some groups. Niche diversity (p1/p2)
increased over time for many taxa, particularly those
dependent on dead wood substrates and fungi. The absolute
magnitude of ecosystem predictability (-p2, i.e., the average
probability of the appearance of a species) also increased with
time. Although this might be expected to increase opportunities
for species to encounter one-another and therefore compete,
there was no indication of niche-apportionment models
increasing in prevalence as the best-fit model.

Interactions between functional group and stand age were
common, reflecting differences in diversity-succession slopes
amongst functional groups. Threat status affected the slope of
the relationship for all diversity measures, with red-listed
species consistently showing shallower slopes than common
species for abundance and species richness. The Shannon’s H
of red-listed species responded more strongly to stand age
than did that of common species, suggesting that stands in
later successional stages support more diverse assemblages
of red-listed species (see also 12). Although the evenness of
red-listed species declined with stand age, evenness of
common species remained constant. The selection of red-listed
species may be biased to some extent toward those species
we believe are at risk, resulting in listing of more species
dependent on late successional forest stages, which are
increasingly rare in the landscape [69,70]. However, given that
even common species increased in abundance and diversity
with stand age, it is logical to assume that older stands support
a significant number of threatened species. Taking into account
the well-known relationship between area and species richness
[10], the greater species richness in older stands is likely to
have resulted from the greater area occupied by older stands in
landscapes of the recent past [8,9,71], and the high diversity of
substrates accumulating in older stands [72]. The loss of
previously dominant mature age classes from the landscape
and the mismatch with current species richness suggests that
extinction debts [73,74] may still be owed in this landscape.

Differences in responses between saproxylic and non-
saproxylic beetle species suggest that the loss of older age
classes affects a specific set of species. While obligate and
facultatively saproxylic beetles increased in species richness,
abundance and Shannon’s H with age, these measures
remained relatively constant for non-saproxylic species. The
volume and diversity of dead wood substrates increases with

Diversity-Succession Relationships for Beetles

PLOS ONE | www.plosone.org 10 August 2013 | Volume 8 | Issue 8 | e72764



stand age [12,56,57,75], thus increasing niche availability for
species dependent on that resource. The failure of non-
saproxylic species to respond positively to increases in stand
age suggests that, although there may be turnover in the types
of non-woody resources available, this does not result in any
increase in overall niche availability. Conservation targeting
only non-saproxylic beetle species would thus result in
landscapes with a relatively even distribution of age classes,
contrasting strongly with the older stand dominated landscape
required for the conservation of saproxylic species.

Patterns for diet-based functional groups reflected those for
saproxylic functional groups: diversity measures for cambium
consumers and fungivores, which are most closely tied to dead
wood substrates, responded strongly to stand age. In contrast,
detritivores and predators showed weaker responses, possibly
reflecting the broader range of resources available to them
across the succession. Cambium consumers are clearly dead
wood dependent, so their response to stand age is as
predicted. Fungus diversity and abundance increases with
stand age, in parallel with the diversity and volume of dead
wood [58,76,77]. Many fungivorous beetles have high diet
specificity [78–80], so an increase in their diversity may reflect
the increase in diversity of their food resources. Mouillot and
Lepretre’s [45] indices suggest that, for fungivores, niche
diversity and ecosystem predictability increase with stand age.
The volume of detritus also accumulates with stand age, up to
a point [81]. In contrast, the diversity of plants, including
deciduous trees, decreases over time in boreal forests [82],
presumably resulting in a lower diversity of leaf litter. This
trade-off between the volume and diversity of litter may be
responsible for the failure of detritivore diversity to respond to
stand age.

We did not survey prey species, so it is difficult to determine
whether the lack of relationship between stand age and
predatory beetles results from prey abundance or another
limiting factor. Predatory beetles show mixed diversity
responses to successional stage, with decreases [83–85], U-
shaped relationships [86] and increases over time [5,60] all
observed. Most predators are generalised to some extent in
their use of prey (p. 279 [87]), so it is reasonable to assume
that prey abundance is similar to total abundance and that
composition of prey species is less important than the total
biomass. Insects develop more rapidly in the warmer
temperatures found in open habitats such as clear-cuts and
younger stands [88], so resource availability may trade-off with
succession such that predator populations remain relatively
consistent.

The abundance and species richness of beetles collected in
emergence traps was much lower than that of beetles collected
in flight intercept traps. Emergence traps were placed on
spruce logs of relatively uniform size, harvested in the same
logging operation. Emerging beetles thus presented a limited
subset of beetle diversity. Stands of all ages support a greater
diversity of dead wood substrates than was targeted by our
emergence traps (see 12,57), so the difference in abundance is
not surprising. Although abundance increased with stand age
for both emerging and flying beetles, species richness
increased only for flying beetles. Evenness and Shannon’s H

decreased with stand age for emerging beetles, but not flying
beetles, suggesting that assemblage dominance increased for
this group. Dead wood diversity and volume is higher in older
forests than clear-cuts [12,57] and the diversity of flying
saproxylic beetles would have tracked the diversity of this
resource. Differences in dead wood availability between mature
production stands and old-growth stands are also distinct, but
were not mirrored in captures of flying or emerging insects.
This could be because many of the species collected in flight
intercepts are ‘tourists’, which are passing through the habitat,
in search of suitable substrates on which to feed and
reproduce. Protected mature forests and old-growth forests are
superficially similar, with tall trees and closed canopies. Beetles
attracted to superficial habitat cues may be attracted to mature
production forests, even if critical resources are rare, so such
forests could act as ecological traps [89–91]. However, beetle
attraction to suboptimal sites suggests clear pathways for
biodiversity conservation through restoration of the diversity of
substrates [5,92]. Given the large coverage of mature
production forests relative to old-growth forests, substrate
restoration [5,60,92,93] could improve landscape-scale
conservation of old-growth species.

Conclusions

This study shows clear differences in responses to forest
succession between beetle species, depending on their
ecological roles. This suggests there will be differential
susceptibility to rotation periods among functional groups. The
preference of most functional groups for older successional
stages suggests that the historically larger area of old-growth
forests has promoted a greater richness of species dependent
on this habitat, as would be predicted from the species-area
effect, whether this is due to greater habitat heterogeneity or
area per se. Greater species richness may also have resulted
from a greater diversity of niches per unit area in older stands,
where a greater variety of dead wood substrates accumulate.
Identification of the specific drivers of diversity for specific
functional groups will aid in their conservation in managed
landscapes. In some cases, these are known and management
actions are already in place in some systems (e.g. [93]).
Although responses for saproxylic and fungivorous beetle
species were as predicted, other taxa, such as predators and
detritivores, may display more complex responses to stand age
and it is important that we also identify the key habitat variables
to which they respond. Differences between trapping methods
suggest that the faunal component sampled is critical to our
interpretation of species responses and that care should be
taken in considering the generality of findings from studies
limited to single trapping methods.

Supporting Information

Appendix S1.  Functional group allocation of species
collected in flight-intercept and emergence traps. x = high
degree of certainty; o = lower degree of certainty in allocation
to functional groups.

Diversity-Succession Relationships for Beetles

PLOS ONE | www.plosone.org 11 August 2013 | Volume 8 | Issue 8 | e72764



(DOCX)

Acknowledgements

We thank Nina Stenbacka, Ferry Einarsson, Claire Godel, and
Myriam Lamure for field assistance. Stig Lundberg and Jacek
Hilszczański identified the beetles and Roger Pettersson and
Wojtek Janiszewski assisted with the flight intercept traps. We
are grateful to the forest companies Holmenskog, Sveaskog,
and SCA for providing field sites and maps.

Author Contributions

Conceived and designed the experiments: FS JH. Performed
the experiments: FS TJ. Analyzed the data: HG TJ. Contributed
reagents/materials/analysis tools: JH. Wrote the manuscript:
HG.

References

1. Jeffries JM, Marquis RJ, Forkner RE (2006) Forest age influences oak
insect herbivore community structure, richness, and density. Ecol Appl
16: 901-912. doi:10.1890/1051-0761(2006)016[0901:FAIOIH]2.0.CO;2.
PubMed: 16826990.

2. Hart SA, Chen HYH (2008) Fire, logging, and overstory affect
understory abundance, diversity, and composition in boreal forest. Ecol
Monogr 78: 123-140. doi:10.1890/06-2140.1.

3. Fenton NJ, Bergeron Y (2008) Does time or habitat make old-growth
forests species rich? Bryophyte richness in boreal Picea mariana
forests. Biol Conserv 141: 1389-1399. doi:10.1016/j.biocon.
2008.03.019.

4. Lindenmayer DB, Franklin JF, Fischer J (2006) General management
principles and a checklist of strategies to guide forest biodiversity
conservation. Biol Conserv 20: 949-958. doi:10.1111/j.
1523-1739.2006.00497.x.

5. Gibb H, Pettersson RB, Hjalten J, Hilszczanski J, Ball JP et al. (2006)
Conservation-oriented forestry and early successional saproxylic
beetles: Responses of functional groups to manipulated dead wood
substrates. Biol Conserv 129: 437-450. doi:10.1016/j.biocon.
2005.11.010.

6. Gibb HH, Hjältén J (2007) Effects of low severity burning after clear-
cutting on mid-boreal ant communities in the two years after fire. J
Insect Conserv 11: 169-175. doi:10.1007/s10841-006-9033-x.

7. Dean RL, Connell JH (1987) Marine invertebrates in an algal
succession. III. Mechanisms linking habitat complexity with diversity. J
Exp Mar Biol Ecol 109: 249-273. doi:10.1016/0022-0981(87)90057-8.

8. Linder P, Östlund L (1998) Structural changes in three mid-boreal
Swedish forest landscapes, 1885-1996. Biol Conserv 85: 9-19. doi:
10.1016/S0006-3207(97)00168-7.

9. Andersson R, Östlund L (2004) Spatial patterns, density changes and
implications on biodiversity for old trees in the boreal landscape of
northern Sweden. Biol Conserv 118: 443-453. doi:10.1016/j.biocon.
2003.09.020.

10. MacArthur RH, Wilson EO, editors (1967) The Theory of Island
Biogeography. Princeton, N.J.: Princeton University Press.

11. Davies RG, Eggleton P, Dibog L, Lawton JH, Bignell DE et al. (1999)
Successional response of a tropical forest termite assemblage to
experimental habitat perturbation. J Appl Ecol 36: 946-962. doi:
10.1046/j.1365-2664.1999.00450.x.

12. Stenbacka F, Hjältén J, Hilszczański J, Dynesius M (2010) Saproxylic
and non-saproxylic beetle assemblages in boreal spruce forests of
different age and forestry intensity. Ecol Appl 20: 2310-2321. doi:
10.1890/09-0815.1. PubMed: 21265460.

13. Fairchild GW, Faulds AM, Matta JF (2000) Beetle assemblages in
ponds: Effects of habitat and site age. Freshw Biol 44: 523-534. doi:
10.1046/j.1365-2427.2000.00601.x.

14. Shannon CE (1948) A mathematical theory of communication. Bell Syst
Tech J 27: 379-423. doi:10.1002/j.1538-7305.1948.tb01338.x.

15. Pielou EC, editor (1969) Introduction to Mathematical Ecology. New
York: Wiley Interscience.

16. MacArthur RH (1960) On the relative abundance of species. Am Nat
94: 25-36. doi:10.1086/282106.

17. Gray AJ (1987) Genetic change during succession in plants. In: AJ
GrayDE McCauleyPJ Edwards. Colonization, succession and stability.
Blackwell Scientific Publishing, Oxford. pp. 273-293.

18. Whittaker RH (1965) Dominance and diversity in land plant
communities: numerical relations of species express the importance of
competition in community function and evolution. Science 147:
250-260. doi:10.1126/science.147.3655.250. PubMed: 17788203.

19. Pielou EC, editor (1975) Ecological diversity. New York: Wiley.

20. Hughes RG (1986) Theories and models of species abundance. Am
Nat 128: 879-899. doi:10.1086/284611.

21. Grime JP (1973) Competitive exclusion in herbaceous vegetation.
Nature 242: 344-347. doi:10.1038/242344a0.

22. Connell JH (1978) Diversity in tropical rain forests and coral reefs.
Science 199: 1302-1310. doi:10.1126/science.199.4335.1302.
PubMed: 17840770.

23. Hutchinson GE (1959) Homage to Santa Rosalia or why are there so
many kinds of animals? Am Nat 93: 145-159. doi:10.1086/282070.

24. Erwin TL (1982) Tropical forests: their richness in coleoptera and otehr
arthropod species. Coleopt Bull 36: 74-75.

25. Ødegaard F, Diserud OH, Engen S, Aagaard K (2000) The magnitude
of local host specificity for phytophagous insects and its implications for
estimates of global species richness. Conserv Biol 14: 1182-1186. doi:
10.1046/j.1523-1739.2000.99393.x.

26. Komonen A, Jonsell M, Ranius T (2008) Red-listing saproxylic beetles
in Fennoscandia: current status and future perspectives. Endangered
Species Res 6: 149-154. doi:10.3354/esr00074.

27. Ahti T, Hämet-Ahti L, Jalas J (1968) Vegetation zones and their
sections in northwestern Europe. Ann Bot Fenn 5: 169-211.

28. Ebeling F (1978) Nordsvenska skogstyper (in Swedish). Djursholm,
Sweden: Sveriges Skogsvårdsförbund.

29. Pettersson RB, Stenbacka F, Hjältén J, Hilszczañski J (2007) Återfynd
av rödhalsad brunbagge (Phryganophilus ruficollis Fabr.) och Huggerts
plattbrackstekel (Chartobracon huggerti C Van Achterberg). Entomol
Tidskrift 128: 101-105.

30. Southwood TRE, editor (1978) Ecological methods with particular
reference to the study of insect populations, 2nd ed. London, UK:
Chapman and Hall.

31. Økland B (1996) A comparison of three methods of trapping saproxylic
beetles. Eur J Entomol 93: 195-209.

32. Schiegg K (2001) Saproxylic Insect Diversity of Beech: Limbs Are
Richer Than Trunks. Forest Ecol Manag 149: 295-304. doi:10.1016/
S0378-1127(00)00563-6.

33. Alinvi O, Ball JP, Danell K, Hjältén J, Pettersson RB (2007) Sampling
saproxylic beetle assemblages in dead wood logs: comparing window
and eclector traps to traditional bark sieving and a refinement. J Insect
Conserv 11: 99-112. doi:10.1007/s10841-006-9012-2.

34. Speight MCD (1989) Saproxylic invertebrates and their conservation.
Council of Europe.

35. Gärdenfors U (2010) Rödlistade arter i Sverige 2010 - The 2010 redlist
of Swedish species. Uppsala, Sweden: Artdatabanken.

36. Silfverberg H (2004) Enumeratio nova coleopterorum fennoscandiae
daniae et baltiae. Sahlbergia 9: 1-111.

37. Lawrence JF, Newton AF (1995) Families and subfamilies of
Coleoptera. In: J PakalukSA Slipinski. Biology, phylogeny, and
classification of Coleoptera: Papers celebrating the 80th birthday of
Roy A Crowson. Warsaw, Poland: Muzeum i Instytut Zoologii PAN. pp.
779-1006.

38. R-Foundation-for-Statistical-Computing (2010) R: A language and
environment for statistical computing. Austria: Vienna.

39. Akaike H (1974) A new look at the statistical model identification. IEEE
Trans Autom Contr 19: 716-723. doi:10.1109/TAC.1974.1100705.

40. Tokeshi M (1993) Species abundance patterns and community
structure. Adv Ecol Res 24: 111-186. doi:10.1016/
S0065-2504(08)60042-2.

41. Wilson JB (1991) Relative abundance distributions in plant
communities: effects of species richness and of spatial scale. J Veg Sci
9: 213-220.

42. SAS-Institute (2007) JMP 7. Cary, N.C.

Diversity-Succession Relationships for Beetles

PLOS ONE | www.plosone.org 12 August 2013 | Volume 8 | Issue 8 | e72764

http://tinyurl.com/mn6qv6m
http://www.ncbi.nlm.nih.gov/pubmed/16826990
http://dx.doi.org/10.1890/06-2140.1
http://dx.doi.org/10.1016/j.biocon.2008.03.019
http://dx.doi.org/10.1016/j.biocon.2008.03.019
http://dx.doi.org/10.1111/j.1523-1739.2006.00497.x
http://dx.doi.org/10.1111/j.1523-1739.2006.00497.x
http://dx.doi.org/10.1016/j.biocon.2005.11.010
http://dx.doi.org/10.1016/j.biocon.2005.11.010
http://dx.doi.org/10.1007/s10841-006-9033-x
http://dx.doi.org/10.1016/0022-0981(87)90057-8
http://dx.doi.org/10.1016/S0006-3207(97)00168-7
http://dx.doi.org/10.1016/j.biocon.2003.09.020
http://dx.doi.org/10.1016/j.biocon.2003.09.020
http://dx.doi.org/10.1046/j.1365-2664.1999.00450.x
http://dx.doi.org/10.1890/09-0815.1
http://www.ncbi.nlm.nih.gov/pubmed/21265460
http://dx.doi.org/10.1046/j.1365-2427.2000.00601.x
http://dx.doi.org/10.1002/j.1538-7305.1948.tb01338.x
http://dx.doi.org/10.1086/282106
http://dx.doi.org/10.1126/science.147.3655.250
http://www.ncbi.nlm.nih.gov/pubmed/17788203
http://dx.doi.org/10.1086/284611
http://dx.doi.org/10.1038/242344a0
http://dx.doi.org/10.1126/science.199.4335.1302
http://www.ncbi.nlm.nih.gov/pubmed/17840770
http://dx.doi.org/10.1086/282070
http://dx.doi.org/10.1046/j.1523-1739.2000.99393.x
http://dx.doi.org/10.3354/esr00074
http://dx.doi.org/10.1016/S0378-1127(00)00563-6
http://dx.doi.org/10.1016/S0378-1127(00)00563-6
http://dx.doi.org/10.1007/s10841-006-9012-2
http://dx.doi.org/10.1109/TAC.1974.1100705
http://dx.doi.org/10.1016/S0065-2504(08)60042-2
http://dx.doi.org/10.1016/S0065-2504(08)60042-2


43. Draper NR, Smith H, editors (1966) Applied Regression Analysis. New
York: Wiley and Sons.

44. Bach P, Amanieu M, Lam Hoi T, Lasserre G (1998) Application du
mod/’ele de distribution d’abondance de Mandelbrot /’a l’estimation des
captures dand l’étang de Thau. J du Conseil International Pour
L'Exploration De La Mer 44: 235-246.

45. Mouillot D, Lepretre A (2000) Introduction of relative abundance
distribution (RAD) indices, estimated from the rank-frequency diagrams
(RFD), to assess changes in community diversity. Environ Monit
Assess 63: 279-295. doi:10.1023/A:1006297211561.

46. Pawson SM, Brockerhoff EG, Watt MS, Didham RK (2011) Maximising
biodiversity in plantation forests: Insights from long-term changes in
clearfell-sensitive beetles in a Pinus radiata plantation. Biol Conserv
144: 2842-2850. doi:10.1016/j.biocon.2011.08.001.

47. Watkins AJ, Wilson JB (1994) Plant community structure, and its
relation to the vertical complexity of communities: dominance/diversity
and spatial rank consistency. Oikos 70: 91-98. doi:10.2307/3545703.

48. Boswell MT, Patil GP (1971) Chance mechanisms generating the
logarithmic series distribution used in the analysis of number of species
and individuals. In: GP PatilEC PielouWE Waters. Statistical Ecology,
Volume I, Spatial Patterns and Statistical Distirbutions. University Park,
Pennsylvania: Pennsylvania State University Press. pp. 99-130.

49. Ugland KI, Gray JS (1983) Reanalysis of Caswell’s neutral models.
Ecology 64: 603-605. doi:10.2307/1939979.

50. McGill BJ (2003) Does Mother Nature really prefer rare species or are
log-left-skewed SADs a sampling artefact? Ecol Lett 6: 766-773. doi:
10.1046/j.1461-0248.2003.00491.x.

51. Harpole WS, Tilman D (2006) Non-neutral patterns of species
abundance and species traits. Ecol Lett 9: 15-23. PubMed: 16958864.

52. McGill BJ, Etienne RS, Gray JS, Alonso D, Anderson MJ et al. (2007)
Species abundance distributions: moving beyond single prediction
theories to integration within an ecological framework. Ecol Lett 10:
995-1015. doi:10.1111/j.1461-0248.2007.01094.x. PubMed: 17845298.

53. Edman M, Gustafsson M, Stenlid J, Jonsson BG, Ericson L (2004)
Spore deposition of wood-decaying fungi: importance of landscape
composition. Ecography 27: 103-111. doi:10.1111/j.
0906-7590.2004.03671.x.

54. Edman M, Kruys N, Jonsson BG (2004) Local dispersal sources
strongly affect colonization patterns of wood-decaying fungi on spruce
logs. Ecol Appl 14: 893-901. doi:10.1890/03-5103.

55. Junninen K, Komonen A (2011) Conservation ecology of boreal
polypores: A review. Biol Conserv 144: 11-20. doi:10.1016/j.biocon.
2010.07.010.

56. Fridman J, Walheim M (2000) Amount, structure, and dynamics of dead
wood on managed forestland in Sweden. Forest Ecol Manag 131:
23-36. doi:10.1016/S0378-1127(99)00208-X.

57. Gibb H, Ball JP, Atlegrim O, Johansson T, Hjältén J et al. (2005) The
effects of management on coarse woody debris volume and quality in
boreal forests in northern Sweden. Scand J Forest Res 20: 213-222.
doi:10.1080/02827580510008392.

58. Bader P, Jansson S, Jonsson BG (1995) Wood-inhabiting fungi and
substratum decline in selectively logged boreal spruce forests. Biol
Conserv 72: 355-362. doi:10.1016/0006-3207(94)00029-P.

59. Johansson T, Gibb H, Hilszczanski J, Pettersson RB, Hjalten J et al.
(2006) Conservation-oriented manipulations of coarse woody debris
affect its value as habitat for spruce-infesting bark and ambrosia
beetles (Coleoptera : Scolytinae) in northern Sweden. Can J Forest
Resrev Can Rech Forestiere 36: 174-185. doi:10.1139/x05-235.

60. Gibb H, Hjalten J, Ball JP, Atlegrim O, Pettersson RB et al. (2006)
Effects of landscape composition and substrate availability on
saproxylic beetles in boreal forests: a study using experimental logs for
monitoring assemblages. Ecography 29: 191-204. doi:10.1111/j.
2006.0906-7590.04372.x.

61. Wilson JB, Wells TCE, Trueman IC, Jones G, Atkinson MD et al. (1996)
Are there assembly rules for plant species abundance? An
investigation in relation to soil resources and successional trends. J
Ecol 84: 527-538. doi:10.2307/2261475.

62. Zaitsev AS, Chauvat M, Pflug A, Wolters V (2002) Oribatid mite
diversity and community dynamics in a spruce chronosequence. Soil
Biol Biochem 34: 1919-1927. doi:10.1016/S0038-0717(02)00208-0.

63. Bazzaz FA (1975) Plant species richness in old-field successional
ecosystems in southern Illinois. Ecology 56: 485-488. doi:
10.2307/1934981.

64. Magurran AE (1988) Ecological Diversity and its Measurement.
London, UK: Croom Helm.

65. Gibb H (2011) Experimental evidence for mediation of competition by
habitat succession. Ecology 92: 1871-1878. doi:10.1890/10-2363.1.
PubMed: 22073777.

66. Wermelinger B, Siefert M (1999) Temperature-dependent reproduction
of the spruce bark beetle Ips typographus, and analysis of the potential
population growth. Ecol Entomol 24: 103-110. doi:10.1046/j.
1365-2311.1999.00175.x.

67. Sauvard D (2004) General biology of bark beetles. In: F LieutierKR
DayA BattistiJ-C GrégorieHF Evans. Bark and wood boring insects in
living trees in Europe, a synthesis. Dordrecht, Netherlands: Kluwer
Publishing House Academic Publishers. pp. 63-88.

68. Wermelinger B (2004) Ecology and management of the spruce bark
beetle Ips typographus - a review of recent research. Forest Ecol
Manag 202: 67-82. doi:10.1016/j.foreco.2004.07.018.

69. Östlund L, Zackrisson O, Axelsson A-L (1997) The history and
transformation of a Scandinavian boreal forest landscape since the
19th century. Can J Forest Res 27: 1198-1206. doi:10.1139/x97-070.

70. Axelsson A-L, Östlund L (2001) Restrospective gap analysis in a
Swedish boreal forest landscape using historical data. Forest Ecol
Manag 147: 109-122. doi:10.1016/S0378-1127(00)00470-9.

71. Kouki J, Löfman S, Martikainen P, Rouvinen S, Uotila A (2001) Forest
fragmentation in Fennoscandia: Linking habitat requirements of wood-
associated threatened species to landscape and habitat changes.
Scand J Forest Res 16: 27-37. doi:10.1080/028275801300090564.

72. Ranius T, Jonsson GG, Kruys N (2004) Modeling dead wood in
Fennocscandian old-growth forests dominated by Norway spruce. Can
J Forest Res 34: 1025-1034. doi:10.1139/x03-271.

73. Tilman D, May RM, Lehman CL, Nowak MA (1994) Habitat destruction
and the extinction debt. Nature 371: 65-66. doi:10.1038/371065a0.

74. Hanski I (2000) Extinction debt and species credit in boreal forests:
Modelling the consequences of different approaches to biodiversity
conservation. Ann Zool Fenn 37: 271-280.

75. Siitonen J (2001) Forest management, coarse woody debris and
saproxylic organisms: Fennoscandian boreal forests as an example.
Ecol Bulletins 49: 11-41.

76. Niemelä T, Renvall P, Penttilä R (1995) Interactions of fungi at late
stages of wood decomposition. Ann Bot Fenn 32: 141-152.

77. Penttilä R, Siitonen J, Kuusinen M (2004) Polypore diversity in
managed and old-growth boreal Picea abies forests in southern
Finland. Biol Conserv 117: 271-283. doi:10.1016/j.biocon.2003.12.007.

78. Jonsell M, Nordlander G, Ehnström B (2001) Substrate associations of
insects breeding in fruiting bodies of wood-decaying fungi. Ecol
Bulletins 49: 173-194.

79. Komonen A (2001) Structure of insect communities inhabiting old-
growth forest specialist bracket fungi. Ecol Entomol 26: 63-75. doi:
10.1046/j.1365-2311.2001.00295.x.

80. Komonen A, Siitonen J, Mutanen M (2001) Insects inhabiting two old-
growth forest polypore species. Entomol Fenn 12: 3-14.

81. Schimmel J, Granström A (1997) Fuel succession and fire behaviour in
the Swedish boreal forest. Can J Forest Res Can J Forest Res 27:
1207-1216. doi:10.1139/x97-072.

82. Denslow JS (1980) Patterns of plant species diversity during
succession under different disturbance regimes. Ecology 46: 18-21.

83. Day KR, Carthy J (1988) Changes in carabid beetle communities
accompanying a rotation of sitka spruce. Agric Ecosyst Environ 24:
407-415. doi:10.1016/0167-8809(88)90120-X.

84. Haila Y, Hanski IK, Niemela J, Punttila P, Raivio S et al. (1994)
Forestry and the boreal fauna: matching management with natural
forest dynamics. Ann Zool Fenn 31: 187-202.

85. Niemelä J, Haila Y, Punttila P (1996) The importance of small-scale
heterogeneity in boreal forest: variation in diversity in forest-floor
invertebrates across the success gradient. Ecography 19: 352-368. doi:
10.1111/j.1600-0587.1996.tb00246.x.

86. Paquin P (2008) Carabid beetle (Coleoptera: Carabidae) diversity in the
black spruce succession of eastern Canada. Biol Conserv 141:
261-275. doi:10.1016/j.biocon.2007.10.001.

87. Begon M, Townsend CR, Harper JL, editors (2006) Ecology: From
Individuals to Ecosystems. Singapore: Blackwell Publishing.

88. Karlsson B, Wiklund C (2005) Butterfly life history and temperature
adaptations; dry open habitats select for increased fecundity and
longevity. J Anim Ecol 74: 99-104.

89. Dwernychuk LW, Boag DA (1972) Ducks nesting in association with
gulls - an ecological trap? Can J Zool 50: 559-563. doi:10.1139/
z72-076.

90. Robertson BA, Hutto RL (2006) A framework for understanding
ecological traps and an evaluation of existing evidence. Ecology 87:
1075-1085. doi:10.1890/0012-9658(2006)87[1075:AFFUET]2.0.CO;2.
PubMed: 16761584.

91. Hedin J, Isacsson G, Jonsell M, Komonen A (2008) Forest fuel piles as
ecological traps for saproxylic beetles in oak. Scand J Forest Res 23:
348-357. doi:10.1080/02827580802269991.

Diversity-Succession Relationships for Beetles

PLOS ONE | www.plosone.org 13 August 2013 | Volume 8 | Issue 8 | e72764

http://dx.doi.org/10.1023/A:1006297211561
http://dx.doi.org/10.1016/j.biocon.2011.08.001
http://dx.doi.org/10.2307/3545703
http://dx.doi.org/10.2307/1939979
http://dx.doi.org/10.1046/j.1461-0248.2003.00491.x
http://www.ncbi.nlm.nih.gov/pubmed/16958864
http://dx.doi.org/10.1111/j.1461-0248.2007.01094.x
http://www.ncbi.nlm.nih.gov/pubmed/17845298
http://dx.doi.org/10.1111/j.0906-7590.2004.03671.x
http://dx.doi.org/10.1111/j.0906-7590.2004.03671.x
http://dx.doi.org/10.1890/03-5103
http://dx.doi.org/10.1016/j.biocon.2010.07.010
http://dx.doi.org/10.1016/j.biocon.2010.07.010
http://dx.doi.org/10.1016/S0378-1127(99)00208-X
http://dx.doi.org/10.1080/02827580510008392
http://dx.doi.org/10.1016/0006-3207(94)00029-P
http://dx.doi.org/10.1139/x05-235
http://dx.doi.org/10.1111/j.2006.0906-7590.04372.x
http://dx.doi.org/10.1111/j.2006.0906-7590.04372.x
http://dx.doi.org/10.2307/2261475
http://dx.doi.org/10.1016/S0038-0717(02)00208-0
http://dx.doi.org/10.2307/1934981
http://dx.doi.org/10.1890/10-2363.1
http://www.ncbi.nlm.nih.gov/pubmed/22073777
http://dx.doi.org/10.1046/j.1365-2311.1999.00175.x
http://dx.doi.org/10.1046/j.1365-2311.1999.00175.x
http://dx.doi.org/10.1016/j.foreco.2004.07.018
http://dx.doi.org/10.1139/x97-070
http://dx.doi.org/10.1016/S0378-1127(00)00470-9
http://dx.doi.org/10.1080/028275801300090564
http://dx.doi.org/10.1139/x03-271
http://dx.doi.org/10.1038/371065a0
http://dx.doi.org/10.1016/j.biocon.2003.12.007
http://dx.doi.org/10.1046/j.1365-2311.2001.00295.x
http://dx.doi.org/10.1139/x97-072
http://dx.doi.org/10.1016/0167-8809(88)90120-X
http://dx.doi.org/10.1111/j.1600-0587.1996.tb00246.x
http://dx.doi.org/10.1016/j.biocon.2007.10.001
http://dx.doi.org/10.1139/z72-076
http://dx.doi.org/10.1139/z72-076
http://tinyurl.com/mwx8w64
http://www.ncbi.nlm.nih.gov/pubmed/16761584
http://dx.doi.org/10.1080/02827580802269991


92. Johansson T, Hjältén J, Gibb H, Hilszczañski J, Stenlid J et al. (2007)
Variable response of different functional groups of saproxylic beetles to
substrate manipulation and forest management: Implications for

conservation strategies. Forest Ecol Manag 242: 496-510. doi:10.1016/
j.foreco.2007.01.062.

93. Hjältén J, Johansson T, Alinvi O, Danell K, Ball JP et al. (2007) The
importance of substrate type, shading and scorching for the
attractiveness of dead wood to saproxylic beetles. Basic Appl Ecol 8:
364-376. doi:10.1016/j.baae.2006.08.003.

Diversity-Succession Relationships for Beetles

PLOS ONE | www.plosone.org 14 August 2013 | Volume 8 | Issue 8 | e72764

http://dx.doi.org/10.1016/j.foreco.2007.01.062
http://dx.doi.org/10.1016/j.foreco.2007.01.062
http://dx.doi.org/10.1016/j.baae.2006.08.003

	Functional Roles Affect Diversity-Succession Relationships for Boreal Beetles
	Introduction
	Methods
	Ethics statement
	Study sites
	Insect sampling and identification
	Analyses

	Results
	Rank abundance models
	Traditional diversity indices
	Model-based indices

	Discussion
	Rank-abundance models and succession
	Successional trends in diversity indices amongst functional groups

	Conclusions
	Supporting Information
	Acknowledgements
	Author Contributions
	References


