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Abstract
Quantifying the spatio-temporal distribution of arthropods in tropical rainforests represents

a first step towards scrutinizing the global distribution of biodiversity on Earth. To date most
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studies have focused on narrow taxonomic groups or lack a design that allows partitioning

of the components of diversity. Here, we consider an exceptionally large dataset (113,952

individuals representing 5,858 species), obtained from the San Lorenzo forest in Panama,

where the phylogenetic breadth of arthropod taxa was surveyed using 14 protocols target-

ing the soil, litter, understory, lower and upper canopy habitats, replicated across seasons

in 2003 and 2004. This dataset is used to explore the relative influence of horizontal, vertical

and seasonal drivers of arthropod distribution in this forest. We considered arthropod abun-

dance, observed and estimated species richness, additive decomposition of species rich-

ness, multiplicative partitioning of species diversity, variation in species composition,

species turnover and guild structure as components of diversity. At the scale of our study

(2km of distance, 40m in height and 400 days), the effects related to the vertical and sea-

sonal dimensions were most important. Most adult arthropods were collected from the soil/

litter or the upper canopy and species richness was highest in the canopy. We compared

the distribution of arthropods and trees within our study system. Effects related to the sea-

sonal dimension were stronger for arthropods than for trees. We conclude that: (1) models

of beta diversity developed for tropical trees are unlikely to be applicable to tropical arthro-

pods; (2) it is imperative that estimates of global biodiversity derived from mass collecting of

arthropods in tropical rainforests embrace the strong vertical and seasonal partitioning

observed here; and (3) given the high species turnover observed between seasons, global

climate change may have severe consequences for rainforest arthropods.

Introduction
The majority of terrestrial eukaryote diversity on Earth is represented by arthropods in tropical
rainforests. The diversity of arthropod feeding guilds and functional niches observed in tropical
rainforests is also unparalleled [1,2]. Comparatively little is known, however, about the factors
driving high spatio-temporal variation in this local diversity among its component dimensions
of space and time. We propose that (1) quantifying the relative influence of local factors affect-
ing the present day distribution of arthropods is a necessary first step towards scrutinizing the
global distribution of biodiversity on Earth, and (2) assessing these factors for different taxa
and functional groups is crucial for understanding biodiversity and for developing sound strat-
egies for arthropod conservation in tropical rainforests. Here, the mere documentation of spa-
tio-temporal patterns and of how they vary among taxa represent an important first step in
itself.

Ecologists are often concerned with quantifying animal or plant distribution with regard to
historical factors [3], latitudinal or altitudinal gradients [4], geographic distance [5] or season-
ality [6]. All these dimensions of species diversity depend on scale [7,8] and the appropriate
scale for examination may also depend on the ecosystem and the organisms considered. For
example, many ecological models include the pattern of decreasing community similarity with
geographical distance [5,9]. It is thought that the distance decay of similarity can be attributed
to three potential mechanisms: niche-based processes, spatial configuration dictating the dis-
persal rate of organisms, and neutral processes such as random dispersal or speciation [9,10].
Although these are often treated as branching alternatives, niche-based explanations are (in
principle) not necessarily incompatible with dispersal limitation in an ecologically neutral hab-
itat [11]. We would further suggest here that these concepts might apply diversely to different
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taxa. Even though not as widely recognized, the distance decay of similarity can also be applied
in temporal studies, where similarity can be plotted against the temporal distance between
observations [12].

With respect to tropical arthropod communities, the scale of a whole rainforest, or a large
portion of say several square kilometers, surpasses the trivial dispersal distance of most species
by several orders of magnitude. At these scales, it is realistic to assess both the horizontal and
vertical spatial turnover among local communities, and whether or not these are determined
by differences in habitat structure or physical factors, over and above random dispersal dynam-
ics on an ecological time-scale. Understanding the drivers of the spatio-temporal organization
of communities at the scale of the forest is essential to understanding and conserving tropical
arthropod biodiversity [13]. If beta-diversity scaling relationships differ among disparate
organisms, then conservation strategies aimed at preventing the loss of species will have to con-
sider the requirements of multiple taxa at multiple spatial scales [13]. To date, most studies
have focused on a few assemblages only (e.g. butterflies, beetles: [14–17]) and have rarely been
designed to allow the explicit partitioning of components of arthropod diversity. Here, we con-
sider a uniquely large dataset for the San Lorenzo forest in Panama. Within this forest, we sur-
veyed the full phylogenetic breadth of arthropod taxa using 14 structured protocols targeting
microhabitats from the soil to the upper canopy, and replicated across seasons in 2003 and
2004. We use this dataset to explore the relative contributions of horizontal, vertical and sea-
sonal variation to the total distribution in space and time of arthropods in this forest.

In lowland tropical rainforests, one of the obvious spatial gradients of species change (here-
after referred to as ‘dimension’, so as not to assume the existence of an autocorrelated gradient
per se) is related to geographic distance, as tropical rainforests are notoriously heterogeneous
environments [18]. Faunal changes in this horizontal dimension may be driven by multiple fac-
tors, including forest dynamics [19], the presence of host-plants and their relatives for herbi-
vores [20], soil properties affecting the quality of host-plants for herbivores [21], distance from
forest edge [22], or even neutral processes that incorporate distance-decay of dispersal [18].
Since geographic distance is two-dimensional, the spatio-temporal distribution of arthropods
in a rainforest is actually described by four dimensions (hence the title of our contribution).

A seasonal dimension may result from temporal heterogeneity in the biodiversity of differ-
ent habitats, reflecting varying availability of resources, or microclimates [23]. It has long been
known that faunal changes induced by seasonality can be significant in “aseasonal” tropical cli-
mates [24]. Moreover, other biotic processes, such as resource competition and predation/prey
dynamics, also influence this seasonal dimension, particularly in tropical rainforests [25]. We
thus use the term “seasonal dimension” to distinguish these effects from those related to diel
activity and inter-annual changes, even though these may also be important drivers of variation
in biodiversity. Plant growth is shaped by competition for light, promoting floristic changes in
the vertical dimension, from forest floor to canopy [26]. Faunal changes, promoted by various
mechanisms, are also significant within this dimension [15]. In forests, the vertical dimension
encompasses habitats from the subsoil to the upper canopy.

A priori, we expect that in tall closed tropical rainforests plant turnover may be substantial
between the understory and the upper canopy (see below for definition of these terms). Hence
we conjecture that at the scale of the whole forest stand (or slightly smaller scales) changes in
arthropod species along the vertical dimension are substantial, and more important than corre-
sponding changes observed in the horizontal and temporal dimensions. We also expect differ-
ences between short-lived (arthropods) and long-lived (trees) organisms with the temporal
dimension being more significant for the former within the seasonal dimension. In this con-
text, we ask the following specific questions:
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1. What is the relative contribution of horizontal, vertical and seasonal dimensions to the vari-
ation of arthropod biodiversity in a closed-canopy tropical rainforest? In which dimension
(s) are arthropod assemblages most similar? We investigate these two questions by quantify-
ing several diversity components, including arthropod abundance, observed and estimated
species richness, additive decomposition of species richness, multiplicative partitioning of
species diversity, variation in species composition, species turnover and guild structure.

2. Do patterns of distribution in the horizontal, vertical and seasonal dimensions differ among
arthropod feeding guilds?

3. If analyzed at the same scale (i.e., each dimension bounded by its maximum state as studied
here), are distributional patterns in the horizontal, vertical and seasonal dimensions differ-
ent for arthropods and trees in this forest? In particular, are models of beta diversity devel-
oped for tropical trees [27] relevant to tropical arthropods, which represent the majority of
biodiversity in tropical forests?

Materials and Methods

Study sites
Field sampling was performed in the San Lorenzo Protected Area in Panama (9°16’N, 79°
58’W, elevation ca 130 m a.s.l.). Annual rainfall in this lowland wet forest averages 3,139 mm
and annual average air temperature is 26.0°C. Fifty percent of this area is a contiguous ever-
green seasonal mixed forest (6,000ha; see [28] for a detailed account) within which our study
area was located. Twelve 20 x 20 m sites (coded as B1, B2, C1, C2, C3, F1, F2, F3, I1, R1, R2 and
R3), all less than 2 km apart, were surveyed for plants and arthropods, from the ground to the
upper canopy. Plots of 400m2 have been shown to be adequate to evaluate tree diversity [29]
and arthropod diversity [30] in tropical rainforests. At all sites, plants> 1cm diameter at breast
height (DBH) were tagged and identified before arthropod collections began. Sampling in the
upper canopy deployed a combination of fogging, single-rope climbing techniques and several
devices such as a canopy crane, canopy raft, canopy bubble and tree-platform. The location,
description, vegetation characteristics of all sites and logistics of accessing the upper canopy
are detailed in [30] (and see also Fig 1).

Arthropod collecting and processing
Arthropods were surveyed using 14 different protocols targeting the soil, litter, understory,
mid-canopy and upper canopy habitats, replicated across seasons in 2003 and 2004. Hence our
protocols ensured that most of the vertical profile of the forest was surveyed. The soil was sur-
veyed to a depth of 5cm. For simplicity, samples of soil and litter were jointly regarded as “lit-
ter”. Understory samples were collected 0 to 3m above the forest floor, lower canopy (hereafter
“canopy” for sake of brevity) samples were collected from 3 to 35m above the ground, and
upper canopy samples from heights above 35m. This last habitat may be defined as the canopy
surface (the interface between the uppermost layer of leaves and the atmosphere) and the vol-
ume immediately below (a few meters; [15]). The above terms do not necessarily mean that
the forest is stratified: they are simply convenient to describe the vertical location of samples.

To analyse the samples, we established a consortium of 102 researchers with expertise
encompassing the full breadth of phylogenies and feeding modes present among arthropods.
This consortium invested a total of 24,354 trap- (or person-) days sampling the San Lorenzo
forest using structured protocols [1]. These protocols included: Winkler sifting; Berlese-
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Tullgren extraction; hand-collecting of galls and social insects; fogging; beating; wood-rearing;
baits and various types of traps such as pitfall, small and large flight-interception, sticky, light,
and Malaise traps. All of the protocols and their characteristics are detailed in [30] (and see Fig
1). After an initial sampling period of 6 weeks during the late wet season (September-October
2003, hereafter Survey S1), we replicated field work during three similar sampling periods tar-
geting the dry, early wet and late wet seasons (Survey S2: February-March 2004, Survey S3:
May-June 2004, Survey S4: October-November 2004). During this extended sampling period,
flight-interception, sticky and Malaise traps were run for extended periods (flight-interception
traps continuously from October 2003 to October 2004). Temporal replicates thus ensured that
arthropod seasonality was accounted for. No endangered species were collected or disturbed as
part of the study. Fig 1 provides a schematic drawing of the full sampling design, with explicit
scales and dimensions.

Focal arthropods were sorted to named species or morphospecies by taxonomists and
assigned to the following arthropod guilds: ants, phytophages, fungivores, predators, parasit-
oids and scavengers (see S1 Text for further details about taxonomic sorting and guild assign-
ment). The arthropod data (as of 10 May 2012) have been deposited in the Dryad repository:

Fig 1. Overview of the sampling design. Three major spatio-temporal dimensions were considered for arthropods: spatial turnover or difference in species
composition measured (A) horizontally (among sites, all less than 2km apart), (B) vertically from -5cm to 36m above ground, and (C) temporally, among
sampling intervals repeated within a period of 413 days. (A) Twelve 20x20m sites (I-XII) were surveyed for plants and arthropods, from the ground to the
upper canopy. (B) Arthopods were surveyed using 14 different protocols from ground to the upper canopy: (1) baits and netting; (2) gall sampling within the
volumetric space of a vertical cylinder; (3) sticky traps; (4) aerial composite flight-interception traps; (5) beating of vegetation and dead branches; (6) hand
collecting for ants and termites; (7) ground flight-interception traps; (8) collection of the leaf-litter fauna and extraction with a mini-Winkler apparatus; (9)
collection of ground and suspended soils, extraction with Berlese-Tullgren apparatus; (10) wood rearing; (11) pitfall traps; (12) ground Malaise traps; (13)
canopy fogging; (14) light traps. (C) After an initial sampling period of 6 weeks during the late wet season (September-October 2003, hereafter Survey S1),
field work was replicated during three similar sampling periods targeting the dry, early wet and late wet seasons (Survey S2: February-March 2004, Survey
S3: May-June 2004, Survey S4: October-November 2004). Photos by JS (1), SR (2), ML (3,5,8,9,11,13), NW (4), N. Baiben (6), C.E. Carlton (7), M. Janda &
J. Patera (10), RLK (14), S. Pinzon (12).

doi:10.1371/journal.pone.0144110.g001
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http://datadryad.org/review?doi = doi:10.5061/dryad.5hn8n. Field permits were granted by the
Autoridad Nacional del Ambiente (ANAM).

Arthropod data and overall rationale of statistical analyses
We considered three major spatio-temporal dimensions: spatial turnover or difference in spe-
cies composition (a) among sites (horizontal dimension), (b) within the vertical dimension
(vertical dimension), and (c) temporal variation among repeated sampling intervals through
time (seasonal dimension). We evaluated the effects of horizontal, vertical and seasonal dimen-
sions for four main categories of arthropod variables: (1) abundance, (2) observed and esti-
mated species richness, (3) species composition and faunal similarity and (4) guild structure.
Because of the great number of protocols used at the different sites, within different habitats
and surveys, a full factorial design (sites x habitats x surveys) allowing the partitioning of insect
variables among the three dimensions, was not always possible. In addition, some protocols
were only valid for particular habitats (e.g., Winkler extractions targeting the litter fauna).
There were also obvious physical limitations as, for example, bulky flight-interception and
light traps could rarely be placed in the upper canopy, as opposed to small and light sticky
traps. When partitioning the insect variance in the horizontal, vertical and seasonal dimen-
sions, we opted to include the datasets best balanced in the dimension of relevance for the anal-
ysis, as explained below and in S1 Text. We also restricted our data to protocols that targeted
multiple taxa (i.e., we excluded single taxon bee and termite protocols, [30]). This limited our
analyses to the 10 following protocols, listed in order of decreasing number of individuals col-
lected: Berlese-Tullgren, flight-intercept trap (FIT), ground flight-intercept trap, light trap, fog-
ging, Malaise trap, Winkler, sticky trap, pitfall trap and beating.

Arthropod abundance and species richness
For analyses of arthropod abundance and species richness we restricted the dataset to species
that were collected with at least a probability of being present as a single individual at all study
sites (i.e., minimal number of individuals collected� 12). This entire dataset so defined
included 98,793 individuals representing 1,041 species distributed among 12 sites, four habitats
along vertical gradients, and four seasonal surveys, with more specific subsets used in given
analyses (see below and S1 Text). To evaluate the effect of horizontal, vertical and seasonal
dimensions on arthropod abundance and species richness we used Kruskal-Wallis tests, con-
sidering protocols that maximized replicates among sites, habitats or surveys, or were more
comprehensive (e.g., fogging for studying the variance among sites). For each of these analyses,
we calculated an effect size based on the highest and lowest mean of samples. We also per-
formed mixed-effects ANOVAs examining the relative influence of sites, habitats and surveys
with much smaller data sets appropriate to this end. In a similar fashion, we ran all of these
analyses for the abundance of the main arthropod guilds collected in samples. Description of
supplementary analyses are provided in S1 Text.

Partitioning of arthropod species richness and diversity
For analyses other than those related to abundance and species richness, we used, as far as pos-
sible, the full dataset that included 113,952 individuals representing 5,858 species. There are
currently two main frameworks, additive and multiplicative, to partition species richness or
diversity, and both are complementary for the interpretation of a robust estimation of biodiver-
sity [31]. Following Marcon et al. [31], we call them the additive decomposition of species rich-
ness and multiplicative partitioning of species diversity, respectively. The first analysis refers
more particularly to changes in species richness irrespective of the relative abundance of
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species, whereas the second one takes into account the relative commonness and rarity of spe-
cies, and further minimizes the influence of sample size [32]. Recent debates about additive vs.
multiplicative diversity partitioning have emphasized questions about the additive partitioning
of species diversity but not that of species richness [33]. As a straightforward analysis, we used
the following method for the additive decomposition of species richness:

g ¼ aþ b

where γ is the total species richness in the study system, α is the average species richness within
samples and β is the average difference in species richness among samples [34,35]. We further
partitioned β among temporal, horizontal and vertical components, such that

g ¼ aþ bTþ bHþ bV

where α is the mean number of species collected per site, habitat and survey (four sites, C1, C2,
C3, I1; three habitats, litter, understory and canopy; four surveys, S1-S4; 48 pooled samples);
βT is the total number of species collected over the 4 surveys for each spatial combination of
horizontal and vertical samples minus the mean number of species collected for that spatial
component (12 samples); βH is the total number of species collected over the four surveys for
each site minus the mean number of species collected for that site (four samples); and βV is the
total number of species in the study system minus the mean number of species collected at
each site. We partitioned species richness for different data sets, including all species collected
using the 10 principal protocols, all species collected with FITs, the estimated number of spe-
cies present in the study system collected either with the 10 protocols or with FITs, common
and rare species, and arthropod guilds. The Chao2 estimator was used to estimate species rich-
ness and was calculated using EstimateS 8.20 [36]. Multiplicative partitioning of species diver-
sity was calculated with Hurlbert’s effective number of species and as [32,33]:

g ¼ axbTxbHxbV

Methods are detailed in S1 Text, as well as other aspects related to the partitioning of arthro-
pod species richness and diversity.

Variation in arthropod species composition and species turnover
Concepts and analyses related to beta diversity are numerous and often conflict in subtle ways
([37]; see S1 Text). Using the terminology of Anderson et al. [37], we are interested in investi-
gating three aspects: (a) the relative partitioning of variation in community structure in
response to its horizontal, vertical and temporal dimensions; (b) the rate of turnover in com-
munity structure along these three dimensions (therefore also testing whether strict gradients
exist in these dimensions); and (c) the relative magnitude of turnover along particular gradients
(if they exist) for different arthropod guilds. To investigate (a) we used canonical variation par-
titioning [38–40], for which we provide details in S1 Text.

To estimate the rate of turnover in community composition in the horizontal dimension we
calculated faunal similarity between samples obtained at different sites and plotted pair-wise
similarity as a function of the distance between sites. Likewise, to evaluate the rate of turnover
in the vertical dimension we plotted pair-wise similarity of samples obtained at different
heights against differences in height. To estimate seasonal turnover, we plotted pair-wise simi-
larity of samples obtained during a whole week against the difference in time expressed in days.
Further details are provided in S1 Text. We contrasted, in a similar fashion, faunal similarity
for each arthropod guild along the horizontal, vertical and seasonal dimensions.
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Explanatory variables
Wherever possible, we quantified horizontal, vertical and seasonal gradients of arthropod dis-
tribution in relation to potential drivers of variation, rather than simply using arbitrary spatial
categories. Arguably, the most important of these environmental variables may include: differ-
ences in floristic composition, tree basal area, or spatial heterogeneity in vegetation structure
among sites (for horizontal gradients); light, canopy openness or leaf area index (for vertical
gradients); and rainfall, temperature or tree phenology (for seasonal gradients). Measurements
of all of these variables are detailed in S1 Text.

Comparison of arthropod vs. tree distribution in the San Lorenzo forest
We compared arthropod vs. tree distribution in the horizontal, vertical and seasonal dimen-
sions following the preceding analytical procedures. Our sampling protocols targeted adult
arthropods. Typically, arthropods have short-lived adults that can reproduce immediately but
for a short period. Our plant data, derived from the botanical plots at San Lorenzo, are limited
to trees. Thus, in the context of this study, an adult arthropod is analogous to a mature tree in a
reproductive state. Our various comparisons between trees and arthropods are based on this
analogy and logic. For tree abundance, we considered the total number of stems recorded per
site in the horizontal dimension, and the number of seedlings, saplings and trees per habitat in
the vertical dimension (S1 Text). In the seasonal dimension, we considered litterfall data for
flowers only (S1 Text), to quantify the availability of reproductive units. We compared effect
sizes for arthropods and trees in the horizontal, vertical and seasonal dimensions. Additive
decomposition of species richness and multiplicative partitioning of species diversity was per-
formed with data for flowering trees during surveys 1–4. Variation partitioning was performed
on these data in a fashion similar to that for arthropods, with the exception that seasonal vari-
ables included total rainfall, average temperature, wind speed and radiation during Surveys
1–4. Floristic turnover was estimated as for arthropods, with either all tree species occurring
within study sites, or with only tree species that were flowering during Surveys 1–4.

Results

Arthropod abundance
Arthropod abundance varied significantly among different surveys, but less so among sites or
habitats (Table 1 & Fig 2). Arthropod abundance in sticky traps correlated with canopy openness
(S1 Fig). Although the effect sizes were generally greater for seasonal comparisons (Table 1 and
S1 Table, Fig 2), there was no significant difference among the effect sizes reported in Table 1
when grouped by factors (sites, habitats, surveys; Kruskall-Wallis test, W = 3.8, p = 0.149). For all
arthropod guilds, with the exception of ants, mean abundance per sample was not significantly
different among sites (S2 Fig). In contrast, there were sharp differences in the mean abundance of
arthropod guilds among habitats (Fig 3; average ES = 0.763). For instance, scavengers were signif-
icantly more abundant in the litter, ants were significantly more abundant in the canopy, phyto-
phages were significantly less abundant in the litter, and other guilds were more evenly
distributed among habitats. The abundance of all guilds was also significantly different between
surveys, often with their highest abundances during Survey 1 (S3 Fig; average ES = 0.733). Supple-
mentary results for arthropod abundance and other arthropod variables are detailed in S2 Text.

Arthropod species richness and diversity
Species accumulation curves differed most strongly between vertical habitats (S4 Fig). Arthro-
pod species richness, either interpolated as the median number of species collected per sample
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or extrapolated species richness (Chao2), followed the trends for arthropod abundance, with
some slight differences. The effect of survey on species richness was significant and strong,
whereas the effects of site and habitat were weaker (S2 and S3 Tables & S5 Fig). Measured effect
sizes for each factor were often larger for the estimated number of species (Chao2) compared
with the median number of species collected per sample.

Table 1. Results of Kruskall-Wallis tests comparing arthropod abundance among sites, habitats and surveys. Too few samples were available for a
composite analysis of habitats.

Analysis * No. traps
/samples

No.
ind.

W / p Effect
size

Remarks: No. sites; habitats; surveys; no. of samples or protocol
considered (no. of samples) *

Sites: STI 630 1956 57.4 /
<0.001

0.397 9; 4; 1; 41–92 traps

Sites: FOG 48 10777 12.8 / 0.078 - 8; 2; 1; 6 samples

Sites: FIT 275 7077 44.1 /
<0.001

0.389 5; 4; 1; 53–57 samples

Sites: composite 1314 40771 779.3 /
<0.001

0.280 8; 4; 1; BEA(20), BER(47), LIT(6), PIT(4), STI(41)

Habitats: STI 1150 3683 219.3 / <
0.001

0.484 9; 4; 4; 34–598 traps per habitat

Habitats: FIT 814 18092 19.5 / <
0.001

0.298 5; 4; 4; 6–535 samples per habitat

Surveys: FIT 814 18092 198.3 / <
0.001

0.641 5; 4; 4; 144–275 samples per survey

Surveys: LIT 96 14549 5.8 / 0.124 - 8; 2; 4; 12–48 samples per survey

Surveys: PIT 193 1288 23.4 / <
0.001

0.489 8; 1; 4; 27–95 samples per survey

Surveys:
composite

403 39346 342.1 / <
0.001

0.507 9; 4; 4; FIT(12**), LIT(12), PIT(27), STI(8**)

* Codes of protocols: BEA = Beating, BER = Berlese-Tullgren, FITs = Flight-intercept traps, FOG = Fogging, LITs = Light traps, PITs = Pitfall traps,

STIs = Sticky traps

** pooled by vertical transect at each site.

doi:10.1371/journal.pone.0144110.t001

Fig 2. Representative box-plots of arthropod abundance across (a) sites, (b) habitats and (c) surveys. See Table 1 and methods for details about data
sets.

doi:10.1371/journal.pone.0144110.g002
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Additive decomposition of species richness indicated in general that vertical turnover (βV)
> horizontal turnover (βH)> temporal turnover (βT) and this was consistent across arthro-
pod guilds (Fig 4). The only exception to this pattern was a high horizontal turnover for com-
mon species as compared with a high vertical turnover for rare species (Chi-square = 691.9,
p< 0.001). For the total number of species estimated within the study system, the proportion
of change in species explained by α was 6.5%, by βT 10.4%, by βH 24.6% and by βV 58.5% (Fig
4a). Vertical turnover was higher for the guilds of phytophages and predators, as compared
with ants, fungivores and scavengers (G-test = 73.09, p< 0.001; Fig 4b).

Multiplicative partitioning of species diversity indicated different patterns. In general, the
effective number of fully differentiated communities accounted for by βT or βH was much
higher than that accounted for βV (S6 Fig). Multiplicative βT was particularly important for all
arthropods, common species and scavengers, whereas multiplicative βH was important for
arthropods collected in FITs, phytophages, fungivores and predators. All multiplicative compo-
nents of beta diversity were equally important for ants. For the total number of species esti-
mated within the study system, the effective number of fully differentiated communities
accounted for by βT, βH and βV was 70.0%, 2.7% and 2.4%, respectively, of the total multipli-
cative components of beta diversity (S6 Fig).

Fig 3. Mean (± s.e.) abundance per sample, detailed per arthropod guild and habitats (black bars = litter, grey bars = understory, stippled
bars = canopy, white bars = upper canopy). ANOVAs comparing mean abundance per habitat within guilds are all significant with at least p<0.01. For
each guild, different letters denote significantly different means (Tukey tests, p<0.05).

doi:10.1371/journal.pone.0144110.g003
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Variation in species composition and species turnover
The variation in species composition explained by horizontal, vertical and seasonal variables
was relatively low, between 15 and 28% for different data sets (22% for the data set with all spe-
cies; Fig 5a and S7 Fig). Of the total fraction explained, however, measured variables consis-
tently ordered the dimensions as vertical> seasonal> horizontal when considering the

Fig 4. Additive decomposition of species richness for (a) major data sets and (b) arthropod guilds. (a) Major data sets (estimated species richness
with ten protocols, observed species richness with ten protocols, estimated species richness with FITs, observed species richness with FITs, 885 common
and rare species, inset: flowering trees (note the different scale). (b) Arthropod guilds (observed species richness with ten protocols). Species richness is
partitioned among alpha (black bars), betaT (grey bars), betaH (stippled bars) and betaV (white bars). * indicates that parameters are significantly different
from zero. Randomization tests were not performed with estimated species richness.

doi:10.1371/journal.pone.0144110.g004
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variation uniquely expressed by these dimensions (fractions [b], [c] and [a], respectively;
ANOVA with arthropod guilds as data sets; F2,12 = 11.09, p< 0.01). The fraction of variation
that was jointly explained by the different dimensions was rather low, with particularly strong
effects of the vertical and seasonal dimensions alone (Fig 5a).

We found no detectable gradient in the turnover of species composition in the horizontal
dimension, with similarity sometimes remaining rather high after 1.5km (Fig 6a). However, in
the vertical (Fig 6b) and seasonal dimensions, we detected statistically significant gradients (Fig
6c). Initial similarity was halved over 12m along the vertical gradient, and over 76 days along
the seasonal gradient. Significant gradients of similarity existed mostly when considering habi-
tats in the seasonal dimension (S8 Fig). Phytophages had a significant distance decay (halving
of initial similarity after about 340 m), predators and fungal feeders with height, and ants and
phytophages with time (S9 Fig).

Comparison of arthropod vs. tree distribution
Effect sizes in the horizontal dimension for the variables of abundance, observed and estimated
species richness were often larger for trees than for arthropods. In the vertical dimension, the
outcome of these comparisons were not so clear, whereas in the seasonal dimension effect sizes
were larger for arthropods than for trees (details in S2 Text). Out of 228 tree species occurring
within our sites, 25 species were flowering at some point during Surveys 1–4. Additive decom-
position of species richness across the horizontal, vertical and seasonal dimensions for flower-
ing trees was not significantly different than that for arthropods, with α accounting for 12.8%,
βT for 13.9%, βH for 27.6% and βV for 45.7% of turnover, respectively (G-test, G = 1.88,
p = 0.60; Fig 4a). For flowering trees, sample size was too small to estimate alpha and the other
multiplicative components of species diversity reliably. The variation explained in the species
composition among samples of flowering trees by horizontal, vertical and seasonal variables

Fig 5. Venn diagrams summarizing canonical variation partitioning along three dimensions for (a) arthropods and (b) flowering trees. (a) 5858
arthropod species collected at 12 sites with all collecting methods. (b) 25 species of trees flowering during Surveys 1–4. Variables used to characterize the
three dimensions are included in grey boxes. ** = significance of the fraction of variation (200 randomizations, p< 0.01); # fraction not testable. For
description of fractions [a]-[h], see methods.

doi:10.1371/journal.pone.0144110.g005
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Fig 6. Arthropod species turnover, expressed by faunal similarity measured with the Morisita-Horn index, in the (a) horizontal, (b) vertical and (c)
seasonal dimensions. Shown are the parameters of pairwise dissimilarity regressed on pairwise log(distance), with p values based on 1,000 permutations
of pairwise distance versus pairwise dissimilarity matrices, and the overall concordance (r) between the matrices of observed and estimated values. Plotted
models refer to the decay of similarity (i.e. 1-dissimilarity), for more intuitive interpretation.

doi:10.1371/journal.pone.0144110.g006
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was lower (14%) than for arthropods. Not surprisingly, this variation was mostly explained by
seasonal variables, such as rainfall, temperature, wind and radiation (Fig 5b). There was a sig-
nificant distance decay of similarity for all trees, but not for flowering trees (S10 Fig). Similarity
for all tree species gradually declined to reach a value of 0.2 after 2km. All main results reported
in this section are summarized in Table 2, with the strength of interactions estimated on the
basis of effect sizes, R2 and p-values.

Discussion
The spatio-temporal distribution of the most diverse group of eukaryotes on Earth, tropical
rainforest arthropods, remains poorly understood. Thus, the basic documentation of patterns
within even single forest constitutes a first step towards understanding how the main part of
biodiversity is structured. In this study, we partitioned arthropod diversity and abundance into
components of the horizontal (sites), vertical (habitats) and seasonal (surveys) dimensions of a
tropical rainforest. Overall, the vertical and seasonal dimensions both had a stronger imprint
on arthropod distribution than had the horizontal dimension (Table 2). In addition, arthropod
guilds differed in their specific response to each dimension. Comparing arthropods to much-
better studied trees, the horizontal dimension had a stronger impact on the distribution of
trees than on arthropods, whereas the seasonal dimension had stronger effects on the distribu-
tion of arthropods than on trees. Below we discuss briefly salient questions related to the pat-
terns observed along the horizontal, vertical and seasonal dimensions. We then turn to the

Table 2. Summary of the principal results, detailed for the horizontal, vertical and seasonal dimensions. 0 = no interaction, + = weak, ++ = intermedi-
ate, +++ = strong, NA = not available (see results), NT not tested (see methods). AR = arthropods, TR = trees.

Dimension / Analyses All arthropods Guilds Trees

HORIZONTAL DIMENSION

Abundance + 0 for most +, TR � AR

Observed species richness + NT ++, TR > AR

Estimated species richness + NT +++, TR > AR

Additive decomposition of species richness ++ ++ ++, TR � AR

Multiplicative partitioning of species diversity + +++ NA

Variation in species composition + + 0, TR < AR

Turnover 0 + +, TR > AR

VERTICAL DIMENSION

Abundance + +++ +++, TR > AR

Observed species richness +++ NT +++, TR � AR

Estimated species richness +++ NT +++, TR � AR

Additive decomposition of species richness +++ +++ +++, TR � AR

Multiplicative partitioning of species diversity + + NA

Variation in species composition +++ +++ 0, TR < AR

Turnover ++ ++ NA

SEASONAL DIMENSION

Abundance +++ +++ ++, TR < AR

Observed species richness +++ NT ++, TR < AR

Estimated species richness ++ NT +, TR < AR

Additive decomposition of species richness + + +, TR � AR

Multiplicative partitioning of species diversity +++ +++ NA

Variation in species composition ++ ++ +++, TR > AR

Turnover ++ ++ ++, TR � AR

doi:10.1371/journal.pone.0144110.t002
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main implications of our results for models of tropical beta diversity, global biodiversity esti-
mates and the conservation of tropical arthropods.

With regard to the horizontal dimension, a meta-analysis by Soininen [12] indicated that
a halving of the initial faunal similarity of a variety of assemblages occurred after 639 km
(although few of these studies included arthropods). In our comparisons over distances of 24-
1941m, no significant decay of similarity with distance was observed, with the exception of
phytophages, for which initial similarity halved after 340 m (S9 Fig). Interestingly, several stud-
ies involving tropical moths [18,41] and to a lesser extent tropical insect herbivores [20] also
reported a distance decay of similarity. Since moths are not that vagile and typically rather oli-
gophagous, their distribution can be best thought of as paralleling that of their host plants,
which in turn can be explained by neutral processes [18,27]. Our data indicate that this pattern
is not shared with other arthropod guilds, which have a weaker association with plants than do
the phytophages. While part of the current patterns could be biased towards high dissimilari-
ties due to under-sampling bias (i.e. the effect of drawing a relatively small sample from a very
large species pool), such biases should be similar in the three dimensions. Thus, comparisons
of relative similarity should be valid among dimensions.

In which vertical habitat(s), then, do most arthropod species occur in the San Lorenzo for-
est? This is not an easy question to answer, because our protocols targeted adults whereas
many larvae or nymphs may depend on habitats other than those where adults were collected
(e.g. [42]). If we simply ask in which habitats do adult arthropod species concentrate, it is clear
that a significant proportion of biodiversity occurs in the soil/litter (e.g. [16]), but that the rate
of species accumulation in this habitat is not as steep as for the others (S4 Fig). The canopy is
probably where a great many species thrive as adults (S2 Table, S4 and S5 Figs).

The seasonal dimension and associated variables (rainfall, degree-days, radiation, different
categories of litterfall as proxy for plant phenology, Fig 5a) also had strong effects on the distri-
bution of arthropods at San Lorenzo, as has been reported for many studies in tropical rainfor-
ests (reviewed in [15] and [43]). Our study included one full year of data and did not account
for inter-annual variation in arthropod abundance and species richness, which may be pro-
nounced in the tropics [17,23,24,44]. For example, important differences in seasonality exist
among adult beetles of an Australian tropical rainforest depending on their feeding ecology,
body size, and whether they live in the canopy or near the ground [44]. Studies of temperate
and tropical beetles [44,45] also suggested that temporal patterns for arthropod species in tem-
perate trees may not be more coordinated than those in tropical trees (i.e., tropical arthropods
may also have well defined peaks in activity). A strong gradient of species turnover in the sea-
sonal dimension as reported in this study is consistent with this contention. Our model further
indicated that the initial faunal similarity of assemblages was halved in about 76 days (Fig 6).
This represents a much shorter time than the average 226 days reported in the meta-analysis of
Soininen [12].

Revisiting the main questions initially asked, we conclude the following:

1. The horizontal, vertical and seasonal dimensions all contribute significantly to the distribu-
tion in space and time of arthropods in the San Lorenzo forest. At the scale of our study
(2km of distance, 40m in height and ca. 400 days of duration), effects related to the vertical
and seasonal dimensions were equally important, followed by factors related to the horizon-
tal dimension. We expect the effect of vertical factors to be even more significant at smaller
scales, but to be progressively overshadowed by other factors at larger scales. Importantly,
our results then indicate that in tropical lowland rainforests, factors related to the vertical
dimension, which are often neglected, must be accounted for in any sound modeling of
arthropod distribution in space and time. Our best models indicated that for the most
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disparate values recorded within this study in the horizontal (distance), vertical (height) and
seasonal (time) dimensions, arthropod relative faunal similarity was 0.187, 0.116 and 0.108,
respectively (average similarity = 0.256, 0.215 and 0.157, respectively). This suggests that
arthropod assemblages are more similar in the horizontal dimension than in other dimen-
sions, within the range of values targeted.

2. There were different patterns of distribution in space and time identifiable among arthro-
pod guilds. In addition to the distance decay of similarity already discussed for phytophages,
we can cite other examples. The abundance of ants was higher in the litter and canopy than
in other habitats and significantly different among sites. This may reflect the sociality of
these insects and requirements for the establishment of colonies. Phytophages were less
abundant in the soil/litter as might be expected of primary consumers and, logically, a large
fraction of their species richness was related to changes in the vertical dimension. These pat-
terns were similar for predators, whose prey probably includes many phytophages. Fungi-
vores were not so abundant in the soil/litter, whereas scavengers were abundant in this
habitat but not so in the upper canopy. These observations emphasize the diversity in
arthropod life-histories and the well known fact that it is near impossible to find examples
of “umbrella species” for arthropods [46].

3. Based on our sampling design, we were able to make a direct comparison of patterns among
trees and arthropods at a common scale. We believe that such comparisons are informative
by highlighting the differential conservation needs of long- and short-lived organisms. For
most responses assessed, effect sizes within the horizontal dimension were similar or larger
for trees than for arthropods (Table 2). This observation probably relates to dispersal mode
(and possibly to differing levels of under-sampling bias). This may be expected when com-
paring large and sedentary organisms dispersing with propagules (trees) vs. small and
mobile organisms, most of them actively dispersing at the adult stage (arthropods). Within
the vertical dimension, effect sizes were similar among trees and arthropods. This observa-
tion appears to be related to the distribution of juveniles and reproductive units. For trees,
infertile saplings occur in the understory whereas most reproductive units occur in the can-
opy or upper canopy. For arthropods, immature stages frequently live in a different vertical
habitat than do adults (often in the soil/litter vs. canopy/upper canopy, respectively)
[15,16,42]. Finally, within the seasonal dimension, effect sizes were similar or smaller for
trees than for arthropods. This observation is probably related to differences in the organ-
isms’ lifespan. Long-lived organisms (trees) are more likely to be resilient in the face of sea-
sonal weather extremes and buffered against shortages of resources than are short-lived
organisms (arthropods).

Taken together, our findings come with three main implications. First, our data suggest that
arthropods are more finely segregated along the seasonal dimension than are trees. Conversely,
trees may be more finely segregated along the horizontal dimension than are arthropods.
Given this contrast, serious questions must be asked whether models of beta diversity devel-
oped for tropical trees [27] are relevant to tropical arthropods, which represent the majority of
biodiversity? For example, Condit et al. [27] examined a model based on the neutral theory
[10] describing how tree similarity should change with distance in a community where only
dispersal and speciation affect species distribution. The model fitted tree species distribution
well from 0.2 to 50 km for datasets originating from Panama and Ecuador. We observed a dis-
tance decay of similarity in our tree data, but not in our arthropod data. Hence, it is unlikely
that this ‘neutral’ tree model will be useful to predict the distribution of arthropods within the
San Lorenzo forest. This is hardly surprising considering that trees and arthropods may
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represent two extremes of life-histories: large, sedentary and long-lived organisms vs. small,
mobile and short-lived organisms, respectively. As discussed previously, phytophages may rep-
resent an exception to this rule because most species are strongly associated with their hosts.
The one common denominator we identified for rainforest trees and arthropods is their depen-
dence on factors related to the vertical dimension, particularly when considering reproductive
units, and we believe that this area of research deserves more attention. Overall, our data sug-
gest that tropical trees cannot necessarily be used as “umbrella species” [47] for arthropods.
Previously, we showed that estimated arthropod species richness in the San Lorenzo forest
could be well predicted from tree species richness but, consistent with this study, not so accu-
rately from distance decay models [1]. Our current analyses suggest that these findings do not
extend to the partitioning of arthropod diversity in space and time. While it may be possible to
evaluate arthropod species richness from plant richness (and therefore implicitly to consider
plants as umbrella species for arthropods in biodiversity hotspots [48]), equating the conserva-
tion needs of tropical arthropod species to those of tropical tree species by assuming similar
distributional patterns seems an unjustified simplification.

Second, we have shown that arthropod species are particularly dependent on factors related
to the vertical and seasonal dimensions. Unfortunately, these are also the dimensions which
are the most difficult and costly to incorporate into protocols for surveying arthropods in tropi-
cal rainforests because they require extended sampling across seasons, as well as access to the
vertical habitats available to arthropods in the canopy. Global biodiversity estimates rely
heavily on the numbers of insect herbivores associated with tropical trees [2]. Our data suggest
that sound estimates can only be attained if the original data include vertical and seasonal sam-
ples of insect herbivores. The latter are rarely adequate [49], but can be improved by stratified
field protocols. In particular, vertical effects may be tempered by structured protocols allowing,
for example, ground-level studies to catch larvae or emerging canopy-dwelling adults [42].

Last, the relatively high arthropod faunal similarity observed in the horizontal dimension
suggests that dispersal limitation in this dimension is relatively weaker than within the vertical
and seasonal dimensions, where we observed stronger decays in similarity with height or time.
This has strong implications for the conservation of rainforest arthropods. Changes in the hori-
zontal dimension may result mainly from the conversion of old-growth rainforests to second-
ary forests, plantations and other habitats (i.e., changes in variables such as number of stems
and tree species, basal area and succession in our Fig 5a). Arthropod dispersal and fitness in
these conditions may be impeded, but perhaps not as dramatically as thought, as evidenced by
reports that converted forests still may sustain a high proportion of arthropod diversity
[18,50]. However, changes in the vertical dimension may be promoted by similar changes in
the horizontal dimension and, additionally, by any change in the canopy openness (variables
light, openness, leaf density in Fig 5a) that may alter arthropod microhabitats along the vertical
dimension, such as selective logging [18]. Drastic changes along the vertical profile, particularly
where habitat continuity may be lost, such as in the canopy and upper canopy, may further
limit arthropod dispersal and fitness, with canopy species being particularly at risk of local
extinction. Changes in the seasonal dimension may be of special concern as dispersal limitation
in this dimension may be related to the short lifespans of most adult arthropods. In this case,
any changes in air temperature, rainfall, or resources driven by climate change (such as pheno-
logical mismatch with host plants or prey [51]), may strongly affect arthropod dispersal and
fitness. Despite this, there are only a handful of long-term monitoring schemes have been dedi-
cated to tropical arthropods [14,17,52]. We urgently call for the implementation of monitoring
schemes to evaluate the effects of anthropogenic change on the spatio-temporal distribution of
arthropod biodiversity, or we may grossly underestimate arthropod extinction risks in tropical
rainforests.
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Supporting Information
S1 Fig. Plot of canopy openness (best fit power relationship) versus arthropod abundance
collected by sticky traps (780 traps, 3683 individuals, 9 sites, 4 habitats, 4 surveys).
(TIF)

S2 Fig. Mean abundance per sample detailed for each arthropod guild and site. For each
guild, sites are plotted along the following sequences: B1, B2, C1, C2, C3, F1, F2, F3, I1, R1, R2
and R3. The p-values of ANOVAs for each guild are indicated. For the sake of clarity, s.e. are
not plotted.
(TIF)

S3 Fig. Mean abundance per sample detailed for each arthropod guild and survey. For each
guild, survey are plotted along the following sequences: S1, S2, S3 and S4. The p-values of
ANOVAs for each guild are indicated and different letters denote significantly different means
(Tukey tests, p<0.05). For the sake of clarity, s.e. are not plotted.
(TIF)

S4 Fig. Sample-based species accumulation curves plotted against a re-scaled axis of num-
ber of individuals sampled for (a) different sites, (b) different habitats and (c) different sur-
veys.
(TIF)

S5 Fig. Representative box-plots of mean arthropod species richness across (a) sites, (b)
habitats and (c) surveys. See Table 1 for details about data sets.
(TIF)

S6 Fig. Multiplicative partitioning of species diversity for major data sets (all species col-
lected with ten protocols, species collected with FITs, 885 common species) and major
arthropod guilds. Plot of the multiplicative components of β: betaT (grey bars), betaH (stip-
pled) and betaV (white). For rare species, parasitoids and flowering trees, sample sizes were too
small to reliably estimate alpha and the other multiplicative components.
(TIF)

S7 Fig. Percentage of total variation in species composition explained by variables account-
ing for the horizontal (stippled bars), vertical (white bars) and seasonal (grey bars) dimen-
sions, for different data sets. Percentages refer to the fraction of variation uniquely explained
by horizontal, vertical or seasonal variables. Entries above each data set indicate the total varia-
tion explained in the data set. ‘All spp.’ refers to the analysis detailed in Fig 3, for comparison
with other data sets (5858 spp.). ‘4 sites’ refers to species collected with all methods at sites C1,
C2, C3 and I1. ‘4 sites FIT’ refers to species collected at the preceding sites with intercept-flight
traps only. All fractions are significantly non-random with p< 0.01 (200 randomizations).
Variation partitioning analyses with rare species and parasitoids were not significant.
(TIF)

S8 Fig. Plot of faunal similarity in (a) the horizontal dimension detailed for each habitat;
(b) the horizontal dimension detailed for each survey; and (c) the seasonal dimension
detailed for each habitat. Significant models of the form y = a + b ln(x) are also plotted
(p<0.05, 1,000 permutations).
(TIF)

S9 Fig. Plot of faunal similarity in (a) horizontal, (b) vertical and (c) seasonal dimensions,
detailed for each arthropod guild. Significant models of the form y = a + b ln(x) are also
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plotted (p<0.05, 1,000 permutations).
(TIF)

S10 Fig. Species turnover of trees (flowering trees in black, all trees in red), expressed by simi-
larity measured with the Morisita-Horn index, in (a) horizontal and (b) seasonal dimensions.
Shown are the parameters of pairwise dissimilarity regressed on pairwise log(distance), with p
values based on 1,000 permutations of pairwise distance versus pairwise dissimilarity matrices,
and the overall concordance (r) between the matrices of observed and estimated values. Plotted
models refer to the decay of similarity (i.e. 1-dissimilarity), for more intuitive interpretation.
(TIF)

S1 Table. Results of a mixed-effects ANOVA (habitats LIT, UND, CAN nested within sites
C1, C2, C3, I1) with repeated measures (surveys 1, 2, 3, 4), with log arthropod abundance
collected in FITs as the dependent variable (668 samples, 20,469 arthropods).
(DOC)

S2 Table. Results of Kruskall-Wallis tests (variable = median number of species collected per
sample) comparing arthropod species richness among sites, habitats and surveys. Sobs =
number of species observed; ES = effect size; Sest = number of species estimated by the Chao2
estimator. Datasets and codes of protocols as in Table 1. LIT = Litter, UND = Understory,
CAN = Canopy, UPC = Upper canopy. Too few samples were available for a composite analysis
of habitats.
(DOC)

S3 Table. Results of a mixed-effects ANOVA (habitats LIT, UND, CAN nested within sites
C1, C2, C3, I1) with repeated measures (surveys 1, 2, 3, 4), with log arthropod species rich-
ness collected in FITs as the dependent variable (668 samples, 20,469 arthropods).
(DOC)

S1 Text. Supplementary methods.
(DOC)

S2 Text. Supplementary results.
(DOC)

Acknowledgments
IBISCA-Panama is an initiative of Pro-Natura International, Océan Vert, the universities Blaise
Pascal and of Panama, and the Smithsonian Tropical Research Institute (STRI). J. Herrera, E.
Andrade, M. Samaniego, S. J. Wright, N. Baiben, S. Bechet, J. Belleguic, T. Aubert, K. Jordan, G.
Ebersolt, D. Cleyet-Marrel, L. Pyot, O. Pascal, P. Basset, and E. Bauhaus helped with logistics in the
field. A. Barba, R. Cabrera, A. Cornejo, I. Díaz, A. F. R. do Carmo, I. C. do Nascimento, E. A. dos
Santos, M. González, A. Hernandez, M. Manumbor, M. Mogia, S. Pinzón, B. Pérez, L. S. Ramos-
Lacau, and O. Valdez helped with initial sorting of the arthropod and plant material. Further taxo-
nomic help for the arthropod material is acknowledged in [1]. S.J. Wright provided unpublished
litterfall trap data. J.M.L Richardson kindly recompiled a version of her randomization program to
accept 6,000 species and G. Dauby provided scripts in R to estimate the number of effective species.
A. Moilanen wrote C++ software to estimate crown openness at sticky trap locations.

Author Contributions
Conceived and designed the experiments: YB BC HBML. Performed the experiments: YB LC
PC RKD FØ AKT JS NNWDWRHPA JB HB GCM BC GCWDR DDB JHCD AD LLF AF

Distribution of Tropical Arthropods

PLOS ONE | DOI:10.1371/journal.pone.0144110 December 3, 2015 19 / 22

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s010
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s011
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s012
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s013
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s014
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0144110.s015


RLK EM EGO JOMPMR SPR YR JBS LS ML. Analyzed the data: YB. Wrote the paper: YB
ML RKD RLK TR. Contributed to analysis and interpretation of data: VN TR JRB TML.

References
1. Basset Y, Cizek L, Cuénoud P, Didham RK, Guilhaumon F, Missa O et al. (2012) Arthropod diversity in

a tropical forest. Science 338: 1481–1484. doi: 10.1126/science.1226727 PMID: 23239740

2. Hamilton AJ, Novotny V, Waters EK, Basset Y, Benke KK, Grimbacher PS et al. (2013) Estimating
global arthropod species richness: refining probabilistic models using probability bound analysis. Oeco-
logia 171: 357–365. doi: 10.1007/s00442-012-2434-5 PMID: 22968292

3. Ricklefs RE, Schluter D (1993) Species diversity: regional and historical influences. In: Ricklefs RE,
Schluter D, editors. Species diversity in ecological communities. Historical and geographical perspec-
tives. Chicago: The University of Chicago Press. pp. 350–363.

4. Stevens GC (1992) The elevational gradient in altitudinal range: an extension of Rapoport's latitudinal
rule to altitude. Am Nat 140: 893–911. doi: 10.1086/285447 PMID: 19426029

5. Nekola JC, White PC (1999) The distance decay of similarity in biogeography and ecology. J. Biogeogr.
26: 867–878.

6. Wolda H (1987) Seasonality and the community. In: Gee JHR, Giller PS, editors. Organization of com-
munities. Past and present. Oxford, Blackwell. pp. 69–95.

7. Blackburn TM, Gaston KJ (2002) Scale in macroecology. Global Ecol Biogeogr 11: 185–189.

8. Holt RD (1993). Ecology at the mesoscale: the influence of regional processes on local communities.
In: Ricklefs RE, Schluter D, editors. Species diversity in ecological communities. Historical and geo-
graphical perspectives. Chicago: The University of Chicago Press. pp. 77–88.

9. Soininen J, McDonald R, Hillebrand H (2007). The distance decay of similarity in ecological communi-
ties. Ecography 30: 3–12.

10. Hubbell SP (2001). The unified neutral theory of biodiversity and biogeography. Princeton: Princeton
University Press.

11. Leibold MA, McPeek MA (2006) Coexistence of the niche and neutral perspectives in community ecol-
ogy. Ecology 87: 1399–1410. PMID: 16869414

12. Soininen J (2010) Species turnover along abiotic and biotic gradients: patterns in space equal patterns
in time? BioScience 60: 433–439.

13. Barton PS, Cunningham SA, Manning AD, Gibb H, Lindenmayer DB, DidhamRK (2013) The spatial
scaling of beta diversity. Global Ecol Biogeogr 22: 639–647.

14. DeVries PJ, Walla TR, Greeney HF (1999) Species diversity in spatial and temporal dimensions of fruit-
feeding butterflies from two Ecuadorian rainforests. Biol J Linn Soc 68: 333–353.

15. Basset Y, Novotny V, Miller SE, Kitching RL, editors (2003) Arthropods of tropical forests. Spatio-tem-
poral dynamics and resource use in the canopy. Cambridge: Cambridge University Press.

16. Stork NE, Grimbacher PS (2006) Beetle assemblages from an Australian tropical rainforest show that
the canopy and the ground strata contribute equally to biodiversity. Proc R Soc Lond B 273: 1969–
1975.

17. Grøtan V, Lande R, Chacon IA, DeVries PJ (2014) Seasonal cycles of diversity and similarity in a Cen-
tral American rainforest butterfly community. Ecography 37: 509–516.

18. Kitching RL, Ashton LA, Nakamura A, Whitaker T, Khey VT (2013) Distance driven species turnover in
Bornean rainforests: homogeneity and heterogeneity in primary and post-logging forests. Ecography
36: 675–682.

19. Feener DHJ, Schupp EW (1998) Effect of treefall gaps on the patchiness and species richness of neo-
tropical ant assemblages. Oecologia 116: 191–201.

20. Novotny V, Miller SE, Hulcr J, Drew RAI, Basset Y, Janda M et al. (2007) Low beta diversity of herbivo-
rous insects in tropical forests. Nature 448: 692–695. PMID: 17687324

21. Fine PVA, Mesones I, Coley PD (2004) Herbivores promote habitat specialization by trees in Amazo-
nian forests. Science 305: 663–665. PMID: 15286371

22. Didham RK, Hammond PM, Lawton JH, Eggleton P, Stork NE (1998) Beetle species richness
responses to tropical forest fragmentation. Ecological Monographs 68: 295–323.

23. Wolda H (1989) Seasonal cues in tropical organisms. Rainfall? Not necessarily! Oecologia 80: 437–
442.

24. Bigger M (1976) Oscillations of tropical insect populations. Nature 259: 207–209.

Distribution of Tropical Arthropods

PLOS ONE | DOI:10.1371/journal.pone.0144110 December 3, 2015 20 / 22

http://dx.doi.org/10.1126/science.1226727
http://www.ncbi.nlm.nih.gov/pubmed/23239740
http://dx.doi.org/10.1007/s00442-012-2434-5
http://www.ncbi.nlm.nih.gov/pubmed/22968292
http://dx.doi.org/10.1086/285447
http://www.ncbi.nlm.nih.gov/pubmed/19426029
http://www.ncbi.nlm.nih.gov/pubmed/16869414
http://www.ncbi.nlm.nih.gov/pubmed/17687324
http://www.ncbi.nlm.nih.gov/pubmed/15286371


25. DidhamRK, Springate ND (2003) Determinants of temporal variation in community structure. In: Basset
Y, Novotny V, Miller SE, Kitching RL, editors. Arthropods of tropical forests. Spatio-temporal dynamics
and resource use in the canopy. Cambridge: Cambridge University Press. pp. 28–39.

26. Gomes-Westphalen JS, Lins-e-Silva ACB, de Araújo FS (2012) Who is who in the understory: the con-
tribution of resident and transitory groups of species to plant richness in forest assemblages. Rev Biol
Trop 60: 1025–1040. PMID: 23025077

27. Condit R, Pitman N, Leigh EG Jr, Chave J, Terborgh J, Foster RB et al. (2002) Beta-diversity in tropical
forest trees. Science 295: 666–669. PMID: 11809969

28. Weaver PL, Bauer GP (2004) The San Lorenzo protected area: a summary of cultural and natural
resources. San Juan, PR: International Institute of Tropical Forestry.

29. Hubbell SP, Foster R, O'Brien ST, Harms KE, Condit R, Wechsler B et al. (1999) Light-gap distur-
bances, recruitment limitation, and tree diversity in a Neotropical forest. Science 283: 554–557. PMID:
9915706

30. Basset Y, Corbara B, Barrios H, Cuénoud P, Leponce M, Aberlenc H-P et al. (2007) IBISCA-Panama, a
large-scale study of arthropod beta-diversity and vertical stratification in a lowland rainforest: rationale,
description of study sites and field methodology. Bull Inst R Sci Nat Belgique- Entomol 77: 39–69.

31. Marcon E, Scotti I, Hérault B, Rossi V, Lang G (2014) Generalization of the partitioning of Shannon
diversity. PLoS ONE 9(3): e90289. doi: 10.1371/journal.pone.0090289 PMID: 24603966

32. Dauby G, Hardy OJ (2012) Sampled-based estimation of diversity sensu stricto by transforming Hurl-
bert diversities into effective number of species. Ecography 35: 661–672.

33. Jost L, DeVries P, Walla T, Greeney H, Chao A, Ricotta C (2010) Partitioning diversity for conservation
analyses. Diver Distrib 16: 65–76.

34. Lande R (1996) Statistics and partitioning of species diversity, and similarity among multiple communi-
ties. Oikos 76: 5–13.

35. Crist TO, Veech JA, Gering JC, Summerville KS (2003) Partitioning species diversity across land-
scapes and regions: a hierarchical analysis of α, β, and γ diversity. Am Nat 162: 734–743. PMID:
14737711

36. Colwell RK (2006) EstimateS: Statistical estimation of species richness and shared species from sam-
ples. Version 8.20. User’s Guide and application. Storrs: University of Connecticut.

37. Anderson MJ, Crist TO, Chase JM, Vellend M, Inouye BD, Freestone AL et al. (2011) Navigating the
multiple meanings of β diversity: a roadmap for the practicing ecologist. Ecol Lett 14: 19–28. doi: 10.
1111/j.1461-0248.2010.01552.x PMID: 21070562

38. Borcard D, Legendre P, Drapeau P (1992) Partialling out the spatial component of ecological variation.
Ecology 73: 1045–1055.

39. Peres-Neto P, Legendre P, Dray S, Borcard D (2006) Variation partitioning of species data matrices:
estimation and comparison of fractions. Ecology 87: 2614–2625. PMID: 17089669

40. Legendre P, De Cáceres M (2013) Beta diversity as the variance of community data: dissimilarity coeffi-
cients and partitioning. Ecol Lett 16: 951–963. doi: 10.1111/ele.12141 PMID: 23809147

41. Beck J, Khen CV (2007) Beta-diversity of geometrid moths from northern Borneo: effects of habitat,
time and space. J Anim Ecol 76: 230–237. PMID: 17302830

42. Pokon R, Novotny V, Samuelson GA (2005) Host specialization and species richness of root-feeding
chrysomelid larvae (Chrysomelidae, Coleoptera) in a New Guinea rain forest. J Trop Ecol 21: 595–
604.

43. Stork NE, Adis J, Didham RK, editors. (1997) Canopy arthropods. London: Chapman & Hall.

44. Grimbacher PS, Stork NE (2009) Seasonality of a diverse beetle assemblage inhabiting lowland tropi-
cal rain forest in Australia. Biotropica 41: 328–337.

45. Stork NE, Hammond PM (2013) Species richness and temporal partitioning in the beetle fauna of oak
trees (Quercus robur L.) in Richmond Park, UK. Ins Conserv Div 6: 67–81.

46. Didham RK, Ghazoul J, Stork NE, Davis AJ (1996) Insects in fragmented forests: a functional
approach. TREE 11: 255–260. PMID: 21237834

47. Roberge J-M, Angelstam P (2004) Usefulness of the umbrella species concept as a conservation tool.
Conserv Biol 18: 76–85.

48. Stork NE, Habel JC (2014) Can biodiversity hotspots protect more than tropical forest plants and verte-
brates? J Biogeogr 41: 421–428.

49. Ødegaard F (2004) Species richness of phytophagous beetles in the tropical tree Brosimum utile (Mor-
aceae): the effects of sampling strategy and the problem of tourists. Ecol Entomol 29: 76–88.

Distribution of Tropical Arthropods

PLOS ONE | DOI:10.1371/journal.pone.0144110 December 3, 2015 21 / 22

http://www.ncbi.nlm.nih.gov/pubmed/23025077
http://www.ncbi.nlm.nih.gov/pubmed/11809969
http://www.ncbi.nlm.nih.gov/pubmed/9915706
http://dx.doi.org/10.1371/journal.pone.0090289
http://www.ncbi.nlm.nih.gov/pubmed/24603966
http://www.ncbi.nlm.nih.gov/pubmed/14737711
http://dx.doi.org/10.1111/j.1461-0248.2010.01552.x
http://dx.doi.org/10.1111/j.1461-0248.2010.01552.x
http://www.ncbi.nlm.nih.gov/pubmed/21070562
http://www.ncbi.nlm.nih.gov/pubmed/17089669
http://dx.doi.org/10.1111/ele.12141
http://www.ncbi.nlm.nih.gov/pubmed/23809147
http://www.ncbi.nlm.nih.gov/pubmed/17302830
http://www.ncbi.nlm.nih.gov/pubmed/21237834


50. Speight MR, Intachat J, Khen CV, Chung AYC (2003) Influences of forest management on insects. In:
Basset Y, Novotny V, Miller SE, Kitching RL, editors. Arthropods of tropical forests: spatio-temporal
dynamics and resource use in the canopy. Cambridge: Cambridge University Press. pp. 380–393.

51. Singer MC, Parmesan C (2010) Phenological asynchrony between herbivorous insects and their hosts:
signal of climate change or pre-existing adaptive startegy? Phil. Trans. Roy Soc B 365: 3161–3176.

52. Basset Y, Barrios H, Segar S, Srygley RB, Aiello A, Warren AD et al. (2015) The butterflies of Barro Col-
orado Island, Panama: local extinction since the 1930s. PLoS ONE 10: e0136623. doi: 10.1371/
journal.pone.0136623 PMID: 26305111

Distribution of Tropical Arthropods

PLOS ONE | DOI:10.1371/journal.pone.0144110 December 3, 2015 22 / 22

http://dx.doi.org/10.1371/journal.pone.0136623
http://dx.doi.org/10.1371/journal.pone.0136623
http://www.ncbi.nlm.nih.gov/pubmed/26305111

