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There has been a recent rise in the number of experiments investigating the effect of dispersal on diversity, with many of
the predictions for these tests derived from metacommunity theory. Despite the promise of linking observed relationships
between dispersal and diversity to underlying metacommunity processes, empirical studies have faced challenges in provid-
ing robust tests of theory. We review experimental studies that have tested how dispersal affects metacommunity diversity
to determine why shortcomings emerge, and to provide a framework for empirical tests of theory that capture the processes
structuring diversity in natural metacommunities. We first summarize recent experimental work to outline trends in results
and to highlight common methods that cause a misalignment between empirical studies and the processes described by
theory. We then identify the undesired implications of three widely used experimental methods that homogenize metacom-
munity structure or species traits, and present alternative methods that have been used to successfully integrate experiments
and theory in a biologically relevant way. Finally, we present methodological and theoretical insights from three related eco-
logical fields (coexistence, food web and priority effects theory) that, if integrated into metacommunity experiments, could
help isolate the independent and joint effects of local interactions and dispersal on diversity, and reveal the mechanisms
underlying observed dispersal-diversity patterns. Together, these methods can provide stronger tests of existing theory and
stimulate new theoretical explorations.

Although metacommunity experiments offer a unique opportunity to test classic and emerging theory on the
relationship between dispersal and diversity, several common challenges have hindered robust tests of theory.
2 We outline how emerging theory on the invasion criterion, food webs and priority effects could be help clarify
< when and how dispersal affects metacommunity diversity, and identify when experimental approaches that
E\ homogenize metacommunities fail to test existing theory. By forging better links between theoretical and
empirical work, we hope to motivate novel and improved experimental approaches to understanding the joint

effects of local and regional processes on diversity.

A central goal in ecology is to understand the processes
that maintain biodiversity (Chesson 2000, Hubbell 2001).
The growth of metacommunity ecology over the past sev-
eral decades represents a major advance toward this goal; by
describing processes through which local species interactions
and dispersal together determine the diversity of species liv-
ing in spatially structured environments, metacommunity
research has helped move ecology beyond the local scale
(Levins and Culver 1971, Shmida and Wilson 1985, Holt
1993, Holyoak et al. 2005). These processes have been
grouped into four paradigms that form the theoretical frame-
work for metacommunity ecology, and are distinguished by
differences in the roles of habitat heterogeneity, competi-
tive asymmetries and dispersal rates in structuring local and
regional coexistence (Supplementary material Appendix 1
Table Al; Leibold et al. 2004, Holyoak et al. 2005).

Since this conceptual synthesis of metacommunity
ecology (Leibold et al. 2004), theoretical work in this field

has expanded on these classic paradigms to provide a more
nuanced understanding of the processes that structure meta-
communities. For instance, the growing recognition that
aspects of multiple paradigms are likely to characterize any
given system has led to calls for research that integrates across
paradigms to include multiple metacommunity coexistence
mechanisms (Holyoak et al. 2005, Logue et al. 2011,
Winegardner et al. 2012). Likewise, recent theory has begun
to incorporate links between metacommunity dynamics
and ecosystem function (Massol et al. 2011), and to investi-
gate how complex processes such as evolutionary dynamics
(Urban et al. 2008, Vanoverbeke et al. 2015) and asymmet-
ric dispersal in dendritic networks (Altermatt 2013) shape
metacommunities.

One core focus in metacommunity ecology that has
received increased attention in recent years is the relation-
ship between inter-patch dispersal rate and metacommunity
diversity (Kneitel and Miller 2003, Cadotte 2006a, Howeth
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and Leibold 2010b). As theory describing this relationship
has developed (Loreau and Mouquet 1999, Mouquet and
Loreau 2003, Altermatt et al. 2011, Pillai et al. 2011, Gilbert
2012, Haegeman and Loreau 2014), there has been a rapid
rise in the number of studies using microcosm, mesocosm
and field experiments to empirically test the effect of dispersal
on diversity at the alpha (within-patch), beta (between-patch)
and gamma (metacommunity-wide) scales (Supplementary
material Appendix 2 Fig. A2). Together, this growing body
of theoretical and experimental work has demonstrated that
dispersal strongly shapes coexistence and diversity in meta-
communities (Mouquet and Loreau 2003, Cadotte 2006b).

Despite efforts to link observed relationships between
dispersal and diversity to underlying processes, experimental
investigations have faced unique challenges in creating
empirical tests that elucidate the processes that are described
by theory and observed in natural metacommunities. This is
in part because the homogenization of dispersal rates, starting
communities and environmental conditions across patches —
which would normally be considered rigorous experimental
design — can impede the mechanisms that allow coexistence
and shape metacommunity diversity. Likewise, diversity in
metacommunities is often shaped by multiple coexistence
mechanisms acting at several spatial scales on species with
unknown competitive and trophic interactions, which makes
a mechanistic interpretation of experimental results difficult.
This inherent complexity necessitates creative methods and
novel approaches to help untangle how and why dispersal
impacts metacommunity diversity.

Here we provide a review of metacommunity experi-
ments that investigate the relationship between dispersal and
diversity in order to highlight ways in which experimental
approaches could be improved to provide more robust tests
of theory. We clarify how three commonly-used experimental
methods prevent tests of metacommunity processes by elimi-
nating interspecific and inter-patch differences, and highlight
alternative but under-utilised methods that researchers have
developed to overcome these issues. We then review tech-
niques and insights emerging from related ecological fields
(coexistence, food web and priority effects theory) that could
facilitate a more mechanistic understanding of the relation-
ship between dispersal and diversity. Despite the challenges
facing metacommunity empiricists, thoughtful experimen-
tal approaches that incorporate heterogeneity and integrate
emerging theory promise to untangle complex processes and
strengthen the link between theory and empirical work in
this rapidly growing field.

Data deposition

A table of all included studies is available from the Dryad
Digital ~ Repository: ~ <http://dx.doi.org/10.5061/dryad.
nq853> (Grainger and Gilbert 2016).

20 years of experimental metacommunities

Search methods

We conducted a review of published experiments testing
the relationship between dispersal and diversity in meta-
communities, and summarized the results obtained (Fig.
1) and the methods used (Fig. 2) by these studies. We
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included experiments that manipulated either the rate at
which individuals move between habitat patches or the
connectivity of patches, and measured the resulting effect
on species diversity at the local (alpha or @), inter-patch
(beta or P) or regional (zamma or 7) scales (see Supplemen-
tary material Appendix 2 for detailed search methods and
inclusion criteria). We included multispecies (=3) stud-
ies that had two or more levels of dispersal (including any
no-dispersal controls). We excluded seed rain and species
addition experiments where colonists came from an external
species pool and no information on species establishment
post-colonization was provided. We also excluded fragmen-
tation studies that only compared diversity in fragments to
diversity in continuous habitat, and experiments focused
solely on the effect of dispersal on recovery after severe dis-
turbance. Fifty studies met our criteria and were included;
all of these studies were published within the last twenty
years, and 24 were published within the last five years. These
experiments ranged from highly controlled lab experiments
that used artificial species assemblages, to semi-natural out-
door mesocosms, to field experiments conducted in situ in
grasslands, bromeliads, pitcher plants or moss patches.

Summary of experimental hypotheses and results

Although a variety of organisms and experimental meth-
ods were used in these studies, the stated hypothesis for the
effect of dispersal on local (alpha) diversity was fairly con-
sistent across studies. Most authors hypothesized a hump-
shaped relationship between dispersal and alpha diversity,
as predicted by a commonly-cited model of source—sink
metacommunities (Mouquet and Loreau 2003). However,
only six of the 30 studies that quantified alpha diversity
across three or more dispersal treatments actually detected

a hump-shaped relationship (Fig. 1). This may be in part
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Figure 1. Summary of results reported by experimental studies
included in our literature review. Bars indicate the effect of increas-
ing dispersal on local (alpha) richness, between-patch similarity
(beta diversity) and regional (gamma) richness. See Grainger and
Gilbert (2016) for a full list of included experiment and their cor-
responding results.
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Figure 2. Summary of methods used in experimental studies included in our literature review. The most commonly used method is
highlighted in grey. Patch heterogeneity: manipulated heterogeneity = the experiment included some type of controlled inter-patch hetero-
geneity (e.g. disturbance, nutrients); homogenous = all patches had the same environmental conditions; natural variation = experiment
used natural patches that presumably differed in some environmental conditions. Dispersal levels: the number of levels of dispersal (e.g. low
dispersal, high dispersal) included in the experiment, including any no-dispersal controls. Scales of diversity: the diversity metrics that were
reported. A =alpha; B =beta; G =gamma (see Supplementary material Appendix 2 for details). Dispersal methods: manual trans-
fer = transferred water containing aquatic organisms between patches or transferred organisms between patches; corridors = terrestrial
habitat connecting patches; tubes = tubes connecting patches through which aquatic organisms can pass; distance = manipulated inter-
patch distances and allowed organisms to move freely between patches. Control: type of control used for dispersal treatment (e.g. isolated
patches with no dispersal). Starting communities: identical starting communities = all patches started with the same suite of species; natu-
ral patches = the species assemblage of each patch was (or was sourced from) a patch in a natural metacommunity; species manipula-
tion = each patch was seeded with a different suite of species; natural colonization = patches were left open to be colonized. Network
structure: whether or not experiments tested for effects of network structure or directional dispersal. Trophic level: whether or not diversity
results included species from more than one trophic level. See Grainger and Gilbert (2016) for a full list of included experiments and their
corresponding results.

because the assumptions of Mouquet and Loreau’s (2003)
model (e.g. heterogeneous patches, one trophic level) were
not met by most studies, and altering competitive dynamics
or adding trophic interactions can have important implica-
tions for the dispersal-diversity relationship (Gilbert 2012,
Haegeman and Loreau 2014). In particular, certain experi-
mental choices may be more likely to produce this relation-
ship; all six studies that detected a unimodal relationship did
so under conditions with no predators, and with each patch
initially containing a different local community (Kneitel and
Miller 2003, Matthiessen and Hillebrand 2006, Howeth
and Leibold 2010b, Matthiessen et al. 2010b, Severin et al.
2013). The implications of these and other experimental
methods on the dispersal-diversity relationship are described
in the sections below.

Gamma diversity likewise exhibited a variety of relation-
ships with dispersal, including positive, negative and no
effect (Fig. 1); however these results showed no consistent

association with the experimental methods used. The rela-
tionship between dispersal and beta diversity was consistently
negative, as predicted if dispersal between patches facilitates
the homogenization of local communities (Fig. 1).

Summary of experimental methods

The variety of relationships between dispersal and alpha
and gamma diversity detected in metacommunity studies
suggests that there may be underlying differences in the sys-
tems studied or the methods used. Indeed, our review of
the methods employed by these studies revealed that while
some methods were highly consistent across studies, oth-
ers varied markedly. We focus on methods that may have
undesired implications for understanding the mechanisms
underlying dispersal-diversity relationships (Fig. 2). As in
previous discussions of this topic (Cadotte 2006b, Logue
etal. 2011), we noted the prevalence of the following exper-
imental choices that impact how closely experiments match
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natural metacommunities and/or theory: a strong prefer-
ence for using aquatic microcosms and mesocosms (70%
of studies); precluding mass effects and species sorting by
using homogeneous patches (36% of studies); precluding
the detection of hump-shaped responses by including only
two levels of dispersal (30% of studies); and failing to report
all levels of diversity (o, B, ) despite requiring all measures
to distinguish underlying mechanisms that structure diver-
sity (66% of studies) (Fig. 2). We do not focus on these
shortcomings, as they have been well-described elsewhere
(Holyoak et al. 2005, Cadotte 2006a, Logue et al. 2011).

An additional, and underappreciated, concern for meta-
community research arises from the common application of
experimental methods that are inappropriate for detecting
or even allowing metacommunity processes that drive the
dispersal-diversity relationship. In particular, metacom-
munity diversity can be structured and maintained by het-
erogeneity at a number of organisational levels including
interspecific differences in dispersal ability, heterogeneity in
local interactions that arises from only a subset of species
being present at each patch, and differences in coloniza-
tion rates between patches caused by directional dispersal.
Although these sources of heterogeneity have been shown
to be important in structuring metacommunity diversity
in both theoretical work and natural metacommunities,
common experimental methods eliminate them. Below, we
outline the challenge of incorporating these aspects of meta-
community heterogeneity and highlight research that has
advanced the field by finding creative ways to incorporate
them.

Incorporating metacommunity heterogeneity

Inter-specific differences in dispersal

Differences in dispersal ability among species can permit
coexistence in patchy environments through mechanisms
such as a competition—colonization tradeoff or the stabi-
lization of trophic dynamics (Taylor 1990, Tilman 1994).
Such interspecific dispersal differences result from different
dispersal modes (active, passive and differences in vectors),
dispersal abilities, or methods of habitat selection. These
differences are an important feature of natural metacommu-
nities (De Bie et al. 2012, Jones et al. 2015) that can have
major effects on local and regional coexistence and diversity
(Amarasekare 2010, Resetarits and Silberbush 2016). How-
ever, the most common method of manipulating dispersal
(used by 42% of the studies reviewed here) eliminates these
differences; researcher-mediated bulk dispersal involves the
transfer of part of a community among patches, for example
a volume of water containing a portion of the community
in aquatic studies (Fig. 2). Although bulk dispersal increases
tractability, it allows only species abundances to generate
interspecific differences in dispersal within each dispersal
treatment. This homogenization precludes any metacom-
munity coexistence mechanism that relies on interspecific
differences in dispersal. Additionally, while bulk dispersal
may mimic a specific type of inter-patch dispersal in aquatic
ecosystems resulting from splashing (Kneitel and Miller
2003), it is likely a poor proxy for total dispersal for organ-
isms that disperse actively, are carried passively by wind, or
move via hydrological connections (Vanschoenwinkel et al.
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2008, Altermatt and Ebert 2010, Pellowe-Wagstaff and
Simonis 2014).

While some studies have acknowledged the shortcomings
of homogenizing dispersal among species (Matthiessen et al.
2010a, Carrara et al. 2012), others have gone even further to
preserve individual species’ differences in dispersal. These lat-
ter studies have used treatments that alter dispersal by varying
cither inter-patch distance (Chase et al. 2010), the presence
or length of inter-patch connection tubes (Cadotte 2006b,
Davies et al. 2009) or corridors (Gonzalez et al. 1998), or the
frequency of propagule rains (Matthiessen and Hillebrand
2006, Matthiessen et al. 2010b) (Fig. 2). These treatments
promote more natural dispersal among patches and increase
experimental realism and adherence to common theoretical
assumptions; as a result, these approaches provide some of
best tests of the effect of dispersal on diversity. For example,
one study that allowed semi-natural dispersal among patches
demonstrated that while only the strongest disperser was
able to colonize patches in low dispersal treatments, result-
ing in low diversity, weaker dispersers dominated the meta-
community in high dispersal treatments (Matthiessen and
Hillebrand 2006).

Another common but extreme treatment that removes
the advantage of superior dispersers is a completely isolated
‘control’ treatment (Fig. 2). While several studies have appro-
priately used this type of treatment to test for rescue effects
(Gonzalez et al. 1998, Chisholm et al. 2011), this control
can be problematic for researchers attempting to understand
the effect of dispersal on diversity via spatial coexistence
mechanisms such as a competition—colonization tradeoff, or
to predict how dispersal influences the relative abundance
of species regionally. In these cases, theory predicts the per-
formance of good dispersers increases as metacommunity
connectivity decreases, but that this advantage disappears
completely when local communities become totally iso-
lated. Thus, going from very low connectivity to an isolated
control with zero connectivity reverses expectations for the
relative success of good dispersers. In such cases an isolated
control is effectively the opposite treatment of very low
connectivity, rather than the next most isolated treatment.
Although isolated controls serve a valuable purpose for cer-
tain experimental questions, such as clarifying competitive
or consumptive dynamics in the absence of dispersal (Shurin
2001), researchers should interpret results from no-dispersal
controls carefully and within the context of theory.

Heterogeneous starting communities

Underlying three of the most common hypotheses for
dispersal—diversity studies is the assumption that patches
within a metacommunity vary in the identity of their con-
stituent species. When dispersal limitation prevents species
from colonizing suitable habitat, increasing dispersal has a
positive effect on alpha diversity (Gonzalez et al. 1998). Sim-
ilarly, a decline in diversity at very high dispersal rates can
result from a dominant competitor or predator reaching all
sites, or from increased synchrony (Taylor 1990, Mouquet
and Loreau 2003, Gilbert 2012). Finally, beta diversity is
predicted to decline as dispersal increases because local
communities become more similar in species composition
as species reach all patches. Intuitively and mechanistically,
it is evident from these hypotheses that an experiment that



starts each patch with an identical local suite of species will
produce vastly different results from an experiment in which
patches differ in their initial species composition.

Although the impact that starting community
composition may have on the likelihood of experimental
outcomes adhering to theoretical predictions is rarely dis-
cussed, it is noteworthy that all six of the studies that found
a hump-shape relationship between dispersal and alpha
diversity used patches that started with different commu-
nities (Fig. 1; Kneitel and Miller (2003), Cadotte (2006b),
Matthiessen and Hillebrand (2006), Howeth and Leibold
(2010b), Matthiessen et al. (2010b), Severin et al. (2013)).
Indeed, the impact of starting communities on experimental
outcomes was explored empirically by Cadotte (2006b); by
creating metacommunities that differed in whether patches
initially had identical or different species composition, he
demonstrated that a hump-shaped relationship between dis-
persal and local diversity was only found in metacommunities
that had different starting communities. However, despite the
apparent importance of varying composition among patches
at the outset of experiments, 28% of the studies reviewed
here used identical starting communities in each patch (Fig. 2).
Of the studies that used different communities, 27 used ini-
tial starting communities that were created from a natural
community in some way (patches were composed of spe-
cies drawn from natural patches, pooled sources or natural
colonization) and presumably had unquantified inter-patch
differences in species composition. Only seven studies used
intentionally different starting communities by systemati-
cally varying species composition in each patch. Such stud-
ies highlight the advantage of this method. For example,
Matthiessen and Hillebrand (2006) found that final local
diversity could be predicted by which species were initially
present in a local assemblage because certain species had
facilitative or inhibitory effects on subsequent colonizers.
Likewise, France and Duffy (2006) demonstrated that sys-
tematically varying starting inter-patch species composition
can allow extinctions and colonization to be tracked directly,
providing a clear understanding of how dispersal alters alpha,
beta and gamma diversity through temporal turnover.

As the initial degree of difference in community compo-
sition between patches in an experimental metacommunity
can alter experimental outcomes, a clearer justification for
using patches with identical starting communities should
be included by those researchers who choose this method.
Better still, systematically varying starting patch composi-
tion, or even quantifying initial inter-patch differences in
species composition when patches are seeded from natural
sources, would allow researchers to determine how local
colonization and extinctions are driving changes in diversity,
and provide a more direct link between theory and empirical
measures.

Spatial network configuration and directional dispersal

In many natural metacommunities, dispersal follows paths
constrained by landscape elements, which results in asym-
metric or directional movement of individuals between
local sites. Dendritic or riverine networks, where hydrologi-
cal connections and topography shape dispersal, are one of
the most widespread examples of this phenomenon (Benda
etal. 2004). A growing body of theoretical and observational

work suggests that the directional, hierarchical and branch-
ing nature of such systems, and the resulting asymmetry
in colonization rates at local habitat patches, can strongly
influence metacommunity diversity (Muneepeerakul et al.
2007, 2008, Brown and Swan 2010, Salomon et al. 2010).
For example, theory predicts that inter-patch differences in
species composition and abundance that keep beta diver-
sity high are more likely in riverine networks compared to
conventional lattice networks (Muneepeerakul et al. 2007,
Carrara et al. 2012). Likewise, models have shown that
asymmetrical dispersal can result in higher extinction rates
(Vuilleumier and Possingham 2006), that can cause declines
in local diversity (Muneepeerakul et al. 2007).

Despite mounting evidence of the importance of
dispersal asymmetry and network type for the dispersal—
diversity relationship, few experimental studies have
included dendritic or hierarchical network structure when
testing the relationship between dispersal and metacom-
munity diversity (5 of the 50 studies reviewed here —
Fig. 2). However, those that have used dispersal treatments
that mimic riverine networks have demonstrated that
dendritic connectivity can result in lower local diversity and
higher beta diversity (Altermatt et al. 2011, Carrara et al.
2012), and that local diversity may vary predictably with
a patch’s position within the network (e.g. central versus
peripheral, headwater versus confluences) (Carrara et al.
2012, 2014). These early results indicate that incorporat-
ing heterogeneity in network structure into metacommu-
nity experiments may be a critical future direction for this
field. Indeed, incorporating different network structures
would not only test emerging theory, but would also create
experiments that better reflect the wide variety of dispersal
mechanisms prevalent in natural metacommunities.

Integrating approaches from related fields

Determining which metacommunity processes are driving
experimental outcomes presents a formidable challenge to
researchers due to the multitude of interacting processes
occurring at multiple spatial scales in most experimental
systems. Here we outline three bodies of theory developed
in related ecological fields that could help disentangle
the mechanisms underlying observed dispersal-diversity
relationships.

Scaling from local interactions to regional dynamics: the
invasion criterion

Metacommunity models generate distinct predictions for the
dispersal—diversity relationship that arise from differences in
local interactions and how they ‘scale up’ to determine both
local co-occurrence and regional coexistence. For example,
a competition—colonization tradeoff requires a competitive
hierarchy that is consistent across patches (Tilman 1994).
In contrast, source—sink dynamics require species to have
negative growth rates caused by abiotic conditions or biotic
interactions in some patches, and positive growth rates in
other patches (Pulliam 1988).

Recent advances in coexistence theory provide a clear
method for assessing the outcome of local processes within
patches, and could thus be used to decouple the effects of
local interactions from regional processes (Chesson 2000,
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Adler et al. 2007). Specifically, the invasion criterion is a
simple test of species interactions that determines whether
local coexistence is possible in the absence of dispersal by
assessing whether a species has positive population growth
rates when it is at low abundance and its competitors are at
equilibrium (Siepielski and McPeek 2010). Mutual invasi-
bility, where all species meet the invasion criterion, is neces-
sary for competing species to stably coexist within a patch in
the absence of immigration (Chesson 2000, Siepielski and
McPeek 2010). In this framework, coexistence is differenti-
ated from co-occurrence, in which species are slowly declin-
ing to extinction or are maintained by incoming colonists
(Siepielski and McPeek 2010). Importantly, the invasion
criterion allows researchers to determine the patches and
species that a focal species can occur in or with, and by
inference, when dispersal alters the outcomes of these local
processes. While a number of studies have used the invasion
criterion to formally evaluate local coexistence in the absence
of dispersal (Wilson et al. 1999, Stomp et al. 2004, Jiang and
Morin 2007, Godoy and Levine 2014), this method has yet
to be integrated into metacommunity ecology.

The invasion criterion is particularly relevant for testing
metacommunity dynamics because different metacommunity
paradigms make distinct predictions about the maintenance
of local diversity in the absence of dispersal. For example,
local (within-patch) tests of competitive dominance can be
compared among patches to determine whether there is a
competitive hierarchy that is consistent across patches; if
pairwise tests of the invasion criterion reveal a consistent
competitive hierarchy among patches, the local conditions
required for a competition—colonization tradeoff are met.
Conversely, if competitive hierarchies differ among patches
and respond to patch characteristics, species sorting or mass
effects are more likely to be driving diversity patterns. In
cases where the order of arrival determines the outcome of
competition through priority effects, the invasion criterion
can be used to identify the alternate stable states that result
(Peay et al. 2012). Such tests can also help researchers move
beyond testing single paradigms for entire metacommuni-

i) Occurrences

Patch type 1

ABCD

ii) Species sorting

ties by elucidating species-specific interactions. For example,
tests of the invasion criterion can identify when co-occurring
species are competitors versus mutualists, which in turn can
explain why species show positively or negatively correlated
responses to changes in connectivity, and could help to
reveal underlying drivers of the dispersal-diversity relation-
ship (Gilbert and O’Connor 2013).

To illustrate how the invasion criterion can distinguish
among metacommunity processes, we consider a competi-
tive metacommunity with heterogeneous patches (Fig. 3).
In a heterogeneous metacommunity, increasing connectivity
could increase alpha diversity either by allowing species to
reach preferred patches (species sorting; middle of Fig. 3) or
by allowing species to subsidize populations in sub-optimal
patches with immigrants from optimal patches (mass effects;
right side of Fig. 3). Quantifying the invasion criterion
within patches would determine which of these processes is
maintaining diversity. In this example, the invasion criterion
allows for a clear determination of whether species are per-
sisting in optimal patches or are maintained by immigration
from source populations (Fig. 3). Although such tests may
appear difficult for large numbers of species, recent work
by Levine and colleagues has demonstrated that invasibility
tests of multiple species can be undertaken simultaneously
within a community when species at very low abundances
are only likely to interact with abundant species rather than
each other, which greatly reduces the number of experimen-
tal treatments required (Levine and HilleRisLambers 2009,
Godoy and Levine 2014).

In addition to helping determine which paradigms best
describe local processes in a metacommunity, tests of the
invasion criterion could allow a researcher to partition the
relative influence of each mechanism. For example, theory
predicts that local diversity will be low when connectivity
is insufficient to get all species to all appropriate patches,
and high when connectivity is sufficient for mass effects to
subsidize local diversity (Mouquet and Loreau 2003). By
determining the proportion of species that are maintained
by mass effects or species sorting using the invasion criterion

iii) Mass effects

Patch type 2

Invasion criteria
(Population growth rate when rare)
o

Patch type 1 | Patch type 2 Patch type 1 | Patch type 2
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= T% 1= 12
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Figure 3. Hypothetical results for an experiment using the invasion criterion to distinguish between species sorting and mass effects in a
heterogeneous metacommunity. i) Species A and B are found only in habitat (patch type) 1, species C and D are found in both patch types
and species E and F are found only in habitat 2. ii) If species sorting is driving occurrences, all species will be able to invade all patches in
which they are found (i.e. population growth rate of each species when rare will be positive in the absence of immigration). iii) If mass
effects increase local diversity, species that occur in both patch types (species D and C) will each only meet the invasion criterion in one
(source) environment and fail to meet the invasion criterion in the other (sink) environment. Note that the rates of population decline in
sink patches must be smaller than immigration rates to maintain these sink populations. In this example, other species (A, B, E, F) are still

found in their optimal environments.
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methods described in Fig. 3, the relative role of each process
could be quantified at any level of dispersal. Similarly,
the invasion criterion can determine how frequently spe-
cies are absent from patches where they could invade, as
is predicted to occur when dispersal limitation is shaping
species distributions. This type of partitioning approach
that facilitates the integration of multiple metacommu-
nity processes could move metacommunity studies into a
clearer, more mechanistic understanding of the link between
dispersal and diversity.

From competitive metacommunities to food webs:
incorporating multiple trophic levels

Although much of metacommunity theory focuses on
competitive interactions (Leibold et al. 2004), it is widely
recognized that trophic interactions can play an important
role in structuring diversity in patchy systems (Gouhier et al.
2010, Pillai et al. 2010, Haegeman and Loreau 2014). How-
ever, food webs are inherently complex — even simple webs
often consist of several modules, or small groups of species
that differ in the nature of their interactions (Holt 1997,
McCann et al. 1998). When this complexity is coupled with
differential dispersal among species, a broad suite of resulting
effects is possible, which has made a general framework for
food web metacommunities elusive. Despite this gap, 58%
of the experiments reviewed here nonetheless used metacom-
munities with multiple trophic levels (Fig. 2). Several such
studies have assessed the effect of trophic interactions on the
dispersal—diversity relationship by including predators as a
treatment (Shurin 2001, Kneitel and Miller 2003, Cadotte
et al. 2006, Howeth and Leibold 2010a) or as a form of
patch heterogeneity (Howeth and Leibold 2010b). Such
experiments have demonstrated that trophic interactions
can fundamentally alter dispersal-diversity relationships. For
example, predation pressure that extirpates species locally can
lead to a dampening of the predicted hump-shaped relation-
ship between dispersal and local diversity (Kneitel and Miller
2003, Howeth and Leibold 2010b), which may explain why
all six studies that reported a hump-shape found this result
under no-predation conditions (Kneitel and Miller 2003,
Matthiessen and Hillebrand 2006, Howeth and Leibold
2010b, Matthiessen et al. 2010b, Severin et al. 2013). These
findings highlight the necessity of incorporating trophic
complexity into metacommunity studies in order to fully
understand the dispersal—diversity relationship. Fortunately,
recent theory that integrates trophic interactions and meta-
community processes suggests several considerations that
could guide empirical research, three of which we discuss
here: isolating the effects of local interactions through food
web modules, allowing prey and predator dispersal to vary
independently, and quantifying how dispersal alters food
web metrics (Rooney et al. 2006, Amarasekare 2008, Pillai
et al. 2011, Rip and McCann 2011, Haegeman and Loreau
2014, LeCraw et al. 2014).

As with the use of the invasion criterion to determine
how dispersal alters local competitive dynamics, local tests
of food web dynamics can be used to elucidate mecha-
nisms through which dispersal affects the outcome of local
trophic interactions. Locally, the removal of specific spe-
cies to quantify interaction strengths and stability has been
used to clarify trophic interactions within food web mod-

ules (Paine 1992, Gilbert et al. 2014). When these tests are
performed in the presence and absence of dispersal, they
allow ecologists to quantify exactly how local interactions
are modified by dispersal, providing a clear link between
theory and experimentation (Rip and McCann 2011). For
example, when a predator drives the local extinction of a
prey species that would persist in its absence, changes in
this outcome when local patches are connected by dispersal
would provide evidence of dispersal generating refugia for
prey (Taylor 1990). Similarly, when a top predator stabilizes
local dynamics by moving between patches, local commu-
nities will show less temporal variation as predator disper-
sal increases (Rooney et al. 2006). Although this approach
of decoupling local trophic interactions from regional
processes has yet to be adopted in metacommunity studies,
many natural mesocosms have had their food webs charac-
terized in previous research and are well suited to such tests
(Srivastava et al. 2004). From the perspective of generating
a broader framework for food web metacommunities, such
separation of local interactions and dispersal could both
inform the assumptions of theoretical models and test their
predictions.

Understanding the effects of dispersal on even well-
understood local food webs requires that dispersal differences
among trophic levels be acknowledged and incorporated into
theoretical and experimental work. The spatial and tempo-
ral scale at which organisms disperse can vary substantially
by trophic level, and theoretical work has demonstrated
that altering which trophic levels are allowed to disperse
can dramatically alter impacts on metacommunity diver-
sity (Shurin and Allen 2001, Amarasckare 2008, Haegeman
and Loreau 2014). For example, simulations demonstrated
that although a hump-shaped relationship between dispersal
and local diversity is predicted when consumer and resource
dispersal vary simultaneously, increasing consumer disper-
sal while keeping resource dispersal low leads to a positive
relationship between dispersal and diversity (Haegeman and
Loreau 2014). In contrast, theoretical work that examines
locally unstable predator—prey dynamics predicts that high
predator dispersal can cause both species to go regionally
extinct (Taylor 1990). When coupled with tests designed
to clarify local interactions, the experimental separation of
predator and prey dispersal to determine how dispersal of
each trophic level affects diversity could greatly benefit stud-
ies of trophic metacommunities (Limberger and Wickham
2011). However, studies that integrate multiple trophic levels
often impose dispersal treatments that homogenize dispersal
rates across trophic levels (Verreydt et al. 2012, Declerck
et al. 2013) or use predation as a treatment to assess how
prey diversity varies with dispersal and predation (Kneitel
and Miller 2003, Cadotte et al. 2006, Howeth and Leibold
2010a). Methods that allow predators and prey to disperse at
more natural, and often vastly different, rates (Gilbert et al.
1998, Chase etal. 2010), or experimentally separate predator
and prey dispersal (Limberger and Wickham 2011), provide
a better match to natural systems and have great promise for
testing and inspiring theory.

In complex food webs where simple modules are insuf-
ficient to describe the impacts of dispersal on trophic
interactions, measures like stability (e.g. time to extinction)
and complexity (e.g. chain length) can help characterize
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how food web structure is altered by dispersal (Amarasekare
2008, LeCraw et al. 2014). For example, food webs are pre-
dicted to be most stable at intermediate dispersal rates if low
dispersal allows asynchrony between patches and enables
depleted prey populations to be rescued from extinc-
tion and very high dispersal allows prey overexploitation
by removing prey refugia (LeCraw et al. 2014). Likewise,
chain length is predicted to increase at intermediate disper-
sal as lower trophic levels are able to get to more patches
and build up food chains; however, at very high dispersal,
complexity may be reduced if predators drive prey extinct
in many patches and lead to their own extinction (reduced
chain length) or specialist species can reach every patch and
outcompete generalists (decreased chain branching) (Pillai
etal. 2011, LeCraw et al. 2014). While there is a substantial
body of work outlining theory that links spatial structure to
food web properties (Holt and Hoopes 2005, Gravel et al.
2011) and testing it empirically (Huffaker 1958, Holyoak
2000, Bonsall et al. 2002, Vasseur and Fox 2009), these
metrics have rarely been integrated into empirical investiga-
tions of dispersal-diversity relationships (but see Howeth
and Leibold 2010b, Staddon et al. 2010). Complementing
species diversity metrics with an assessment of how dispersal
alters food web stability and/or complexity could provide
valuable mechanistic insights into why and how diversity is
affected by dispersal.

Using theoretical insights to inform experimental treat-
ments (e.g. dispersal treatments that allow predators and
prey to disperse separately) and responses (e.g. key food
web properties) would enhance the realism of these experi-
ments, make them stronger tests of existing theory, and may
uncover emergent properties of metacommunities that as of
yet remain unknown. Indeed, one of the challenges with the
general framework for competitive metacommunities pro-
posed by Leibold et al. (2004) is that it may oversimplify
the dynamics in any given metacommunity; deconstructing
trophic metacommunities from basic principles could provide
the flexibility for researchers to more clearly link theory to
empirical data generated from study systems characterized
by a variety of competitive and consumptive interactions.
Although such complexity makes simple predictions for
the effects of dispersal on diversity difficult, the suggested
approaches provide a strong foundation for understanding
trophically structured metacommunities.

The legacy of colonization history: priority effects

Priority effects are broadly defined as any change in the
trajectory of community assembly that results from a
change in the order in which species arrive at a local site.
For example, priority effects can occur if early arrivers
draw down a common resource or modify the environ-
ment in a way that prevents subsequent colonizers from
establishing (Sutherland 1974, Fukami 2015). Likewise,
for species with fast generation times or systems with
infrequent dispersal, local adaptation of a species before
its competitor arrives may increase the likelihood of the
late arriver being excluded (Urban and De Meester 2009).
Although the mechanisms through which priority effects
alter local diversity have been well-described, their impact
on metacommunity diversity remains a subject of active
debate (Fukami 2015). In some cases, priority effects in
metacommunities may cause positive feedbacks in which
the local success of an early colonist hinders late arrivers
and leads to the regional domination of that species in
the metacommunity (Shurin et al. 2004, Fukami 2015,
Vanoverbeke et al. 2015). In other cases, high regional
diversity may be maintained in spite of priority effects if
abiotic heterogeneity creates spatial refuges (Shurin et al.
2004), or variation in species interaction strength among
local communities produces alternative community states
(Pu and Jiang 2015). In either case, priority effects can
be important determinants of metacommunity diver-
sity. However, the importance of colonization history
is only just beginning to be considered in metacommu-
nity experiments (Pu and Jiang 2015, Vanoverbeke et al.
2015).

In metacommunities, species-specific dispersal rates influ-
ence the order in which individuals arrive at a local patch,
and, through priority effects, this order of arrival can alter
coexistence and diversity. The relationship between dispersal
rates and priority effects is therefore a potentially important,
but largely unexplored, mechanism through which dispersal
can alter metacommunity diversity. Recent work on prior-
ity effects has made progress in determining when disper-
sal and local conditions are likely to result in priority effects
(Table 1). Three insights from this work could provide new
pathways for incorporating priority effects into dispersal—
diversity research and offer exciting future directions for
metacommunity ecology.

Table 1. The impact of experimental conditions on the likelihood of priority effects.

Attribute Condition that favors priority effects

References

Dispersal rates low dispersal rates

species’ dispersal rates are similar
species pairs are close relatives

species pairs have high niche overlap
species have rapid growth rates

species strongly impact the environment
species can evolve rapidly

Species traits

Local conditions productive environment
no predators

small habitat size

Chase 20031, Fukami 20051, Kardol et al. 2013*, Fukami 2015t,
Vanoverbeke et al. 2015+

Fukami 2015*

Peay et al. 2012*, Tan et al. 2012*

Vannette and Fukami 2014*

Fukami 2015*

Vannette and Fukami 2014*

Loeuille and Leibold 2008+, Urban and De Meester 2009*%,
Vanoverbeke et al. 2015*

Chase 2010%*, Kardol et al. 2013*, Vannette and Fukami 2014*
Chase et al. 2009*
Fukami 2004*

*experiment, tTmodel, freview.

1220



Theory on priority effects predicts that lower dispersal
rates should increase the importance of colonization history,
because longer time lags between species’ arrivals allow early
arrivers more time to establish, grow, alter the environment,
and evolve (Table 1; Chase 2003, Fukami 2015). This
hypothesis is only beginning to be tested empirically, and
early experimental evidence is conflicting; while one recent
study found that differences in colonization history in a
protist microcosm produced alternate community states
regardless of dispersal rate (Pu and Jiang 2015), an experi-
ment that manipulated planting intervals in an old field
system detected stronger priority effects at longer time inter-
vals (Kardol et al. 2013). If lower dispersal rates can indeed
increase the likelihood of competitive exclusion through
priority effects, the resulting alternate stable or transient
states in local communities could strongly influence alpha,
beta and gamma diversity in dispersal-diversity studies.
Researchers therefore need to be cognisant of whether
priority effects may be occurring within their experimen-
tal systems in order to fully capture the spatial scaling of
diversity.

Priority effects are also most likely to occur when species
have similar dispersal rates, but individuals can arrive at
local sites at different times (Fukami 2015). In metacom-
munity experiments, the method used to manipulate
dispersal and the nature of starting communities together
determine whether interspecific differences in arrival time,
and thus priority effects, can occur. For example, bulk dis-
persal, in which species arrive at a patch together at each
transfer event, eliminates much of the interspecific varia-
tion in arrival times that would occur in a natural meta-
community. Likewise, if all species are present in all patches
at the start of an experiment, there can be no differences in
arrival time and thus no priority effects. Researchers that
start with homogenous communities or use methods that
synchronize arrival times should consider the implications
of eliminating priority effects, while those using methods
that allow species to arrive sequentially should consider
how priority effects might impact results (Cadotte 2006b,
Berga et al. 2015).

Finally, experimental conditions that result in high
niche overlap between competitors, or allow early arriv-
ers to rapidly monopolize a patch, are most likely to result
in priority effects (Table 1; Peay et al. 2012, Vannette and
Fukami 2014, Fukami 2015). This includes systems that
contain closely related species with fast growth rates living
in small, productive habitats (Table 1). For example, Peay
and colleagues used tests of the invasion criterion in nec-
tar yeasts to demonstrate that priority effects were strongest
between close relatives (Peay et al. 2012). Notably, many of
the conditions and species traits that promote priority effects
match the characteristics of systems frequently used in exper-
imental tests of the impact of dispersal on metacommuni-
ties. These insights on local conditions that promote priority
effects could be used not only to help researchers determine
when priority effects are more or less likely to occur in
metacommunity experiments, but could also provide clear
hypotheses that may be best tested within a metacommunity
framework. A continued integration of metacommunity and
priority effects research could provide new advances to both

fields, and may be essential to fully understand how dispersal
affects metacommunity diversity.

Conclusion

Empirical metacommunity studies have the potential to
provide a mechanistic understanding of the effect of disper-
sal on diversity by clarifying how and when dispersal alters
or reinforces local community dynamics. Our review illus-
trates how experimental methods that preserve heterogeneity
in dispersal and community composition have led to novel
insights, and can continue to create better experimental tests
of theory. Likewise, the integration of rapidly developing
theory and experimental approaches from recent work on
the invasion criterion, trophic dynamics and priority effects
could help researchers face the challenge of disentangling
the role of local species interactions and dispersal in shaping
diversity patterns. These advances promise to provide new
insights from empirical studies, inform the development of
theory, and enhance our understanding of metacommunity
dynamics.

Acknowledgements — We thank S. McCauley, T. Fukami and
R. Germain for valuable feedback that greatly improved this
manuscript.

Funding — This work was supported by an NSERC CGS-D
scholarship to TNG and an NSERC Discovery Grant to BG.

References

Adler, P. B. et al. 2007. A niche for neutrality. — Ecol. Lett. 10:
95-104.

Altermatt, F. 2013. Diversity in riverine metacommunities: a net-
work perspective. — Aquat. Ecol. 47: 365-377.

Altermatt, E and Ebert, D. 2010. Populations in small, ephemeral
habitat patches may drive dynamics in a Daphnia magna
metapopulation. — Ecology 91: 2975-2982.

Altermatt, E et al. 2011. Interactive effects of disturbance and
dispersal directionality on species richness and composition in
metacommunities. — Ecology 92: 859-870.

Amarasekare, P. 2008. Spatial dynamics of foodwebs. — Annu. Rev.
Ecol. Evol. Syst. 39: 479-500.

Amarasekare, P 2010. Effect of non-random dispersal strategies
on spatial coexistence mechanisms. — J. Anim. Ecol. 79:
282-293.

Benda, L. et al. 2004. The network dynamics hypothesis: how
channel networks structure riverine habitats. — Bioscience 54:
413-427.

Berga, M. et al. 2015. Combined effects of zooplankton grazing
and dispersal on the diversity and assembly mechanisms
of bacterial metacommunities. — Environ. Microbiol. 17:
2275-2287.

Bonsall, M. B. et al. 2002. Metapopulation structures affect
persistence of predator—prey interactions. — J. Anim. Ecol. 71:
1075-1084.

Brown, B. and Swan, C. 2010. Dendritic network structure
constrains metacommunity properties in riverine ecosystems.
—J. Anim. Ecol. 79: 571-580.

Cadotte, M. W. 2006a. Dispersal and species diversity: a
meta-analysis. — Am. Nat. 167: 913-924.

Cadotte, M. W. 2006b. Metacommunity influences on community
richness at multiple spatial scales: a microcosm experiment.
— Ecology 87: 1008-1016.

1221



Cadotte, M. W. et al. 2006. The effects of resource enrichment,
dispersal, and predation on local and metacommunity
structure. — Oecologia 149: 150-157.

Carrara, E etal. 2012. Dendritic connectivity controls biodiversity
patterns in experimental metacommunities. — Proc. Natl Acad.
Sci. USA 109: 5761-5766.

Carrara, E et al. 2014. Complex interaction of dendritic connectiv-
ity and hierarchical patch size on biodiversity in river-like
landscapes. — Am. Nat. 183: 13-25.

Chase, J. M. 2003. Community assembly: when should history
matter? — Oecologia 136: 489-498.

Chase, J. M. 2010. Stochastic community assembly causes higher
biodiversity in more productive environments. — Science 328:
1388-1391.

Chase, J. M. et al. 2009. Predators temper the relative importance
of stochastic processes in the assembly of prey metacommuni-
ties. — Ecol. Lett. 12: 1210-1218.

Chase, J. M. et al. 2010. Habitat isolation moderates the strength
of top—down control in experimental pond food webs. — Ecol.
91: 637-643.

Chesson, P. 2000. Mechanisms of maintenance of species diversity.
— Annu. Rev. Ecol. Syst. 31: 343-366.

Chisholm, C. et al. 2011. Metacommunity diversity depends on
connectivity and patch arrangement in heterogeneous habitat
networks. — Ecography 34: 415-424.

Davies, K. E et al. 2009. Factors controlling community structure
in heterogeneous metacommunities. — J. Anim. Ecol. 78:
937-944.

De Bie, T. et al. 2012. Body size and dispersal mode as key traits
determining metacommunity structure of aquatic organisms.
— Ecol. Lett. 15: 740-747.

Declerck, S. A. et al. 2013. Effects of patch connectivity and
heterogeneity on metacommunity structure of planktonic
bacteria and viruses. — ISME J. 7: 533-542.

France, K. E. and Dufly, J. E. 2006. Diversity and dispersal
interactively affect predictability of ecosystem function.
— Nature 441: 1139-1143.

Fukami, T. 2004. Assembly history interacts with ecosystem size to
influence species diversity. — Ecology 85: 3234-3242.

Fukami, T. 2005. Integrating internal and external dispersal in
metacommunity assembly: preliminary theoretical analyses.
— Ecol. Res. 20: 623-631.

Fukami, T. 2015. Historical contingency in community assembly:
integrating niches, species pools, and priority effects. — Annu.
Rev. Ecol. Evol. Syst. 46: 1-23.

Gilbert, B. 2012. Joint consequences of dispersal and niche
overlap on local diversity and resource use. — J. Ecol. 100:
287-296.

Gilbert, B. and O’Connor, M. I. 2013. Climate change and species
interactions: beyond local communities. — Ann. N. Y. Acad.
Sci. 1297: 98-111.

Gilbert, B. et al. 2014. A bioenergetic framework for the temperature
dependence of trophic interactions. — Ecol. Lett. 17: 902-914.

Gilbert, F. et al. 1998. Corridors maintain species richness in the
fragmented landscapes of a microecosystem. — Proc. R. Soc. B
265: 577-582.

Godoy, O. and Levine, J. M. 2014. Phenology effects on invasion
success: insights from coupling field experiments to coexistence
theory. — Ecology 95: 726-736.

Gonzalez, A. et al. 1998. Metapopulation dynamics, abundance,
and distribution in a microecosystem. — Science 281:
2045-2047.

Gouhier, T. C. et al. 2010. Synchrony and stability of food webs
in metacommunities. — Am. Nat. 175: E16-E34.

Grainger, T. N. and Gilbert, B. et al. 2016. Data from: Dispersal
and diversity in experimental metacommunities: linking theory
and practice. — Dryad Digital Repository, <http://dx.doi.
0rg/10.5061/dryad.nq853>.

1222

Gravel, D. et al. 2011. Trophic theory of island biogeography.
— Ecol. Lett. 14: 1010-1016.

Haegeman, B. and Loreau, M. 2014. General relationships between
consumer dispersal, resource dispersal and metacommunity
diversity. — Ecol. Lett. 17: 175-184.

Holt, R. 1997. Community modules. Multitrophic interactions in
terrestrial ecosystems. 36th Symp. Br. Ecol. Soc. — Blackwell,
pp- 333-349.

Holt, R. D. 1993. Ecology at the mesoscale: the influence of
regional processes on local communities. Species diversity in
ecological communities. Univ. of Chicago Press, pp. 77-88.

Holt, R. D. and Hoopes, M. F. 2005. Food web dynamics in a
metacommunity context. — In: Holyoak, M. et al. (eds),
Metacommunities: spatial dynamics and ecological communities.
Univ. of Chicago Press, pp. 68-93.

Holyoak, M. 2000. Habitat subdivision causes changes in food web
structure. — Ecol. Lett. 3: 509-515.

Holyoak, M. et al. 2005. Metacommunities: spatial dynamics and
ecological communities. — Univ. of Chicago Press.

Howeth, J. G. and Leibold, M. A. 2010a. Prey dispersal rate affects
prey species composition and trait diversity in response to
multiple predators in metacommunities. — J. Anim. Ecol. 79:
1000-1011.

Howeth, J. G. and Leibold, M. A. 2010b. Species dispersal rates
alter diversity and ecosystem stability in pond metacommunities.
— Ecology 91: 2727-2741.

Hubbell, S. P. 2001. The unified neutral theory of biodiversity and
biogeography. — Princeton Univ. Press.

Huffaker, C. 1958. Experimental studies on predation: dispersion
factors and predator—prey oscillations. — Hilgardia 27:
343-383.

Jiang, L. and Morin, P. J. 2007. Temperature fluctuation facilitates
coexistence of competing species in experimental microbial
communities. — J. Anim. Ecol. 76: 660-668.

Jones, N. T. et al. 2015. Dispersal mode mediates the effect of patch
size and patch connectivity on metacommunity diversity. — J.
Ecol. 103: 935-944.

Kardol, P et al. 2013. Resource availability mediates the impor-
tance of priority effects in plant community assembly and
ecosystem function. — Oikos 122: 84-94.

Kneitel, J. M. and Miller, T. E. 2003. Dispersal rates affect species
composition in metacommunities of Sarracenia purpurea
inquilines. — Am. Nat. 162: 165-171.

LeCraw, R. M. et al. 2014. Food web complexity and stability across
habitat connectivity gradients. — Oecologia 176: 903-915.
Leibold, M. A. et al. 2004. The metacommunity concept: a frame-
work for multi-scale community ecology. — Ecol. Lett. 7:

601-613.

Levine, J. M. and HilleRisLambers, J. 2009. The importance of
niches for the maintenance of species diversity. — Nature 461:
254-257.

Levins, R. and Culver, D. 1971. Regional coexistence of species
and competition between rare species. — Proc. Natl Acad. Sci.
USA 68: 1246-1248.

Limberger, R. and Wickham, S. A. 2011. Predator dispersal
determines the effect of connectivity on prey diversity. — PLoS
ONE 6: ¢29071.

Loeuille, N. and Leibold, M. A. 2008. Evolution in metacommu-
nities: on the relative importance of species sorting and
monopolization in structuring communities. — Am. Nat. 171:
788-799.

Logue, J. B. et al. 2011. Empirical approaches to metacommuni-
ties: a review and comparison with theory. — Trends Ecol. Evol.
26: 482-491.

Loreau, M. and Mouquet, N. 1999. Immigration and the maintenance
of local species diversity. — Am. Nat. 154: 427-440.

Massol, F. etal. 2011. Linking community and ecosystem dynamics
through spatial ecology. — Ecol. Lett. 14: 313-323.



Matthiessen, B. and Hillebrand, H. 2006. Dispersal frequency
affects local biomass production by controlling local diversity.
— Ecol. Lett. 9: 652-662.

Matthiessen, B. et al. 2010a. Dispersal decreases diversity in
heterogeneous metacommunities by enhancing regional
competition. — Ecology 91: 2022-2033.

Matthiessen, B. et al. 2010b. Diversity and community biomass
depend on dispersal and disturbance in microalgal communities.
— Hydrobiologia 653: 65-78.

McCann, K. et al. 1998. Weak trophic interactions and the balance
of nature. — Nature 395: 794-798.

Mougquet, N. and Loreau, M. 2003. Community patterns in
source-sink metacommunities. — Am. Nat. 162: 544-557.
Muneepeerakul, R. et al. 2007. A neutral metapopulation
model of biodiversity in river networks. — J. Theor. Biol. 245:

351-363.

Muneepeerakul, R. et al. 2008. Neutral metacommunity models
predict fish diversity patterns in Mississippi—Missouri basin.
— Nature 453: 220-222.

Paine, R. 1992. Food-web analysis through field measurement of
per capita interaction strength. — Nature 355: 73-75.

Peay, K. G. et al. 2012. Phylogenetic relatedness predicts priority
effects in nectar yeast communities. — Proc. R. Soc. B 279:
249-258.

Pellowe-Wagstaff, K. E. and Simonis, J. L. 2014. The ecology and
mechanisms of overflow-mediated dispersal in a rock-pool
metacommunity. — Freshwater Biol. 59: 1161-1172.

Pillai, P. et al. 2010. A patch-dynamic framework for food web
metacommunities. — Theor. Ecol. 3: 223-237.

Pillai, P et al. 2011. Metacommunity theory explains the emer-
gence of food web complexity. — Proc. Natl Acad. Sci. USA
108: 19293-19298.

Pu, Z. and Jiang, L. 2015. Dispersal among local communities does
not reduce historical contingencies during metacommunity
assembly. — Oikos 124: 1327-13306.

Pulliam, H. R. 1988. Sources, sinks, and population regulation.
— Am. Nat. 132: 652-661.

Resetarits, W. J. and Silberbush, A. 2016. Local contagion and
regional compression: habitat selection drives spatially explicit,
multiscale dynamics of colonisation in experimental metacom-
munities. — Ecol. Lett. 19: 191-200.

Rip, J. and McCann, K. 2011. Cross-ecosystem differences in
stability and the principle of energy flux. — Ecol. Lett. 14:
733-740.

Rooney, N. et al. 2006. Structural asymmetry and the stability of
diverse food webs. — Nature 442: 265-269.

Salomon, Y. et al. 2010. Effects of asymmetric dispersal on
the coexistence of competing species. — Ecol. Lett. 13:
432-441.

Severin, 1. et al. 2013. Variable effects of dispersal on productivity
of bacterial communities due to changes in functional trait
composition. — PLoS ONE 8: ¢80825.

Shmida, A. and Wilson, M. V. 1985. Biological determinants of
species diversity. — J. Biogeogr. 12: 1-20.

Supplementary material (available online as Appendix oik-
03018 at <www.oikosjournal.org/appendix/oik-03018>).
Appendix 1-2.

Shurin, J. B. 2001. Interactive effects of predation and dispersal on
zooplankton communities. — Ecology 82: 3404-3416.

Shurin, J. B. and Allen, E. G. 2001. Effects of competition, preda-
tion, and dispersal on species richness at local and regional
scales. — Am. Nat. 158: 624-637.

Shurin, J. B. et al. 2004. Alternative stable states and regional
community structure. — J. Theor. Biol. 227: 359-368.

Siepielski, A. M. and McPeek, M. A. 2010. On the evidence for
species coexistence: a critique of the coexistence program.
— Ecology 91: 3153-3164.

Srivastava, D. S. et al. 2004. Are natural microcosms useful model
systems for ecology? — Trends Ecol. Evol. 19: 379-384.
Staddon, P et al. 2010. Connectivity, non-random extinction and
ecosystem function in experimental metacommunities. — Ecol.

Lett. 13: 543-552.

Stomp, M. et al. 2004. Adaptive divergence in pigment
composition promotes phytoplankton biodiversity. — Nature
432: 104-107.

Sutherland, J. P 1974. Multiple stable points in natural
communities. — Am. Nat. 108: 859-873.

Tan, J. et al. 2012. Species phylogenetic relatedness, priority effects
and ecosystem functioning. — Ecology 93: 1164-1172.

Taylor, A. D. 1990. Metapopulations, dispersal, and predator—prey
dynamics: an overview. — Ecology 71: 429-433.

Tilman, D. 1994. Competition and biodiversity in spatially
structured habitats. — Ecology 75: 2-16.

Urban, M. C. and De Meester, L. 2009. Community monopoliza-
tion: local adaptation enhances priority effects in an evolving
metacommunity. — Proc. R. Soc. B 276: 4129-4138.

Urban, M. C. et al. 2008. The evolutionary ecology of metacom-
munities. — Trends Ecol. Evol. 23: 311-317.

Vannette, R. L. and Fukami, T. 2014. Historical contingency in
species interactions: towards niche-based predictions. — Ecol.
Lett. 17: 115-124.

Vanoverbeke, J. et al. 2015. Community assembly is a race between
immigration and adaptation: eco-evolutionary interactions
across spatial scales. — Ecography doi: 10.1111/ecog.01394.

Vanschoenwinkel, B. et al. 2008. Any way the wind blows-frequent
wind dispersal drives species sorting in ephemeral aquatic
communities. — Oikos 117: 125-134.

Vasseur, D. A. and Fox, J. W. 2009. Phase-locking and environ-
mental fluctuations generate synchrony in a predator—prey
community. — Nature 460: 1007-1010.

Verreydt, D. et al. 2012. Dispersal-mediated trophic interactions
can generate apparent patterns of dispersal limitation in aquatic
metacommunities. — Ecol. Lett. 15: 218-226.

Vuilleumier, S. and Possingham, H. P. 2006. Does colonization
asymmetry matter in metapopulations? — Proc. R. Soc. B 273:
1637-1642.

Wilson, W. et al. 1999. Complementary foraging behaviors
allow coexistence of two consumers. — Ecology 80:
2358-2372.

Winegardner, A. K. et al. 2012. The terminology of metacommu-
nity ecology. — Trends Ecol. Evol. 27: 253-254.

1223



