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Abstract

The emergence of new frameworks combining evolutionary and ecological dynamics in communi-
ties opens new perspectives on the study of speciation. By acknowledging the relative contribution
of local and regional dynamics in shaping the complexity of ecological communities, metacommu-
nity theory sheds a new light on the mechanisms underlying the emergence of species. Three inte-
grative frameworks have been proposed, involving neutral dynamics, niche theory, and life history
trade-offs respectively. Here, we review these frameworks of metacommunity theory to emphasise
that: (1) studies on speciation and community ecology have converged towards similar general
principles by acknowledging the central role of dispersal in metacommunities dynamics, (2) con-
sidering the conditions of emergence and maintenance of new species in communities has given
rise to new models of speciation embedded in the metacommunity theory, (3) studies of diversifi-
cation have shifted from relating phylogenetic patterns to landscapes spatial and ecological char-
acteristics towards integrative approaches that explicitly consider speciation in a mechanistic
ecological framework. We highlight several challenges, in particular the need for a better integra-
tion of the eco-evolutionary consequences of dispersal and the need to increase our understanding
on the relative rates of evolutionary and ecological changes in communities.
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INTRODUCTION

Biodiversity results from the diversification of species through
space and time, which constitutes one of the most important
biological processes. During the last two decades, the explo-
sive growth of DNA sequence data has enabled the assembly
of large-scale molecular phylogenies, providing an unprece-
dented level of resolution on the rate of species diversifica-
tion (Phillimore & Price 2008, 1–5 in Appendix S1). This
high resolution has considerably changed our views on diver-
sification. Notably, it has been shown that the balance
between the rates of speciation and extinction is not constant
(McPeek 2008; Rabosky & Lovette 2008; Rabosky 2009;
Rosindell & Phillimore 2011; Etienne & Haegeman 2012; Eti-
enne & Rosindell 2012) and that not only plate tectonics and
palaeoenvironments, but also interactions between local eco-
logical dynamics and landscapes physical and ecological
properties contribute in shaping large-scale patterns of
diversification (Wiens & Donoghue 2004; Kisel et al. 2011;
McInnes et al. 2011; Rosindell & Phillimore 2011, 6–7 in
Appendix S1). From an evolutionary perspective, the formu-
lation of an ecological model of speciation as an alternative

to the traditional allopatric model has been a major advance
in linking ecological and evolutionary processes (Losos et al.
1998; Schluter 1998, 2000a,b, 2001; Dieckmann et al. 2004;
Gavrilets 2004; Nosil 2012). This approach has challenged
our view of speciation by emphasising diversification on
small spatial and temporal scales, in populations with ongo-
ing gene flow between them, as a consequence of adaptive
changes fostering reproductive isolation (Gavrilets & Losos
2009; Schluter 2009).
At the same time, community ecologists have also inte-

grated the temporal and spatial scales at play during species
diversification, particularly through metacommunity ecology
(Leibold et al. 2004; Urban et al. 2008). They have disentan-
gled the influence of species interactions and adaptation inside
communities (i.e. local scale) and the influence of immigration
of new species from outside the community (i.e. regional
scale) on diversity dynamics (Ricklefs 1987; Hubbell 2001;
Leibold et al. 2004; Logue et al. 2011, 8 in Appendix S1).
This new theoretical framework recognises that the interplay
between speciation and community dynamics is a direct conse-
quence of the interdependence of mechanisms at local and
regional scales (Urban et al. 2008; Vellend 2010). There is also
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a growing body of evidence that the spatial dynamics of meta-
communities influence speciation by affecting both the oppor-
tunities of speciation and the persistence of incipient species
(Gavrilets 2004; Gavrilets & Vose 2006; Kisel et al. 2011; Ros-
indell & Phillimore 2011; Desjardins-Proulx & Gravel 2012a,
b; Nosil 2012).
While addressing the same processes, the integrative specia-

tion models proposed by macro-evolutionary biologists and
the new evolutionary paradigms arising from metacommunity
theory have been developed independently and are currently
scattered in the literature. Several attempts have been made to
link ecological and evolutionary mechanisms into integrative
theories of biodiversity. The ecological speciation and adap-
tive radiation models constitute two notable examples (Gavri-
lets 2004; Gavrilets & Losos 2009; Schluter 2009). These
ecological hypotheses of speciation and diversification have
opened new perspectives for integration of evolutionary and
ecological sciences; however, they focus largely on niche the-
ory and as such consider only part of the complexity of eco-
logical communities (Hubbell 2001; Bonsall et al. 2004;
Alonso et al. 2006; Etienne et al. 2007; Rosindell et al. 2010;
Etienne & Rosindell 2012).
Recent studies on community ecology and diversification

have shown that evolutionary dynamics (i.e. adaptation, spe-
ciation) overlap in space and time with ecological dynamics
(i.e. dispersal, survival, coexistence) (McPeek 1996; Jansen &
Mulder 1999; Gillespie 2004; Gavrilets & Vose 2006;
McPeek 2008; Gavrilets & Losos 2009; Beardmore et al.
2011; Cornell 2013) creating a new theoretical framework
(Etienne et al. 2007; Emerson & Gillespie 2008; Urban et al.
2008; Vellend 2010; Davies et al. 2011; Desjardins-Proulx &
Gravel 2012a,b; Pillai & Guichard 2012; Ai et al. 2013).
Here, we propose a synthesis that examines this paradigm at
various scales of evolutionary (i.e. speciation vs. diversifica-
tion) and ecological (i.e. local vs. regional) dynamics. We
first detail the spatial and ecological framework embedded in
metacommunity theory to emphasise how studies on specia-
tion and ecological communities have converged towards
similar general principles by acknowledging the central role
of dispersal in metacommunities. Second, we present the
three eco-evolutionary frameworks of the metacommunity
theory (i.e. neutral, niche and life history trade-offs) and
the new speciation models that have emerged from them.
Third, we describe how studies of speciation and diversifica-
tion have shifted from relating phylogenetic patterns to
spatial and eco-evolutionary dynamics towards integrative
approaches considering speciation in a metacommunity
framework. Finally, we argue for a unified framework to
study speciation and diversification and highlight several
directions for future research.

METACOMMUNITY THEORY: A SPATIAL

FRAMEWORK TO STUDY DISPERSAL AND SPECIES

COEXISTENCE

A community is the collection of species occupying the same
local patch. In practice, this broad definition covers a wide
range of systems ranging from a subsample of continuous
matrix (e.g. a 1 ha square plot of primary forest, a 100 m

transect in a coral reef) to patches of habitat in fragmented
landscapes (e.g. ponds, islands, host populations). The focus
is on the scale where direct interactions among individuals
occur vs. higher levels of spatial organisation at which dis-
persal and speciation prevail (Ricklefs 1987; Leibold et al.
2004). Within a community, species share space and resources
according to their respective ecological requirements and,
patch size, competitive interactions and niche space constitute
a potential limit to the demographic expansion of the popula-
tions (Alonso et al. 2006, 9 in Appendix S1). At higher spatial
scales of organisation, these communities are embedded in a
network of communities linked by dispersal, called a meta-
community, where both local dynamics (i.e. biotic interac-
tions, adaptation, patch size) and regional processes (i.e.
dispersal, speciation) affect the dynamics of assembly and
maintenance of communities (Hubbell 2001; Leibold et al.
2004, 8 in Appendix S1).
Metacommunity ecology has identified different mecha-

nisms to explain species coexistence and diversity dynamics
(Fig. 1). In its simplest form, a metacommunity can be rep-
resented by a local patch of which the composition varies
neutrally according to stochastic fluctuations in demography
and to immigration from a regional pool (Sale 1977; Hub-
bell 1979, 2001). The regional pool can be modelled either
implicitly (Hubbell 2001) or explicitly (Economo & Keitt
2008, 2010; Rosindell & Phillimore 2011). In this neutral
framework (Fig. 1A1), the only limit to the establishment of
an immigrant is the space left available by the death of resi-
dents and the connectivity between the local patch and the
regional pool. When the establishment of the immigrant is
also limited by its biotic and abiotic environment and the
limitations vary among species, species are ‘sorted’ among
communities according to their ecological niches (Fig. 1B1).
This model of resource-dependent survival, which corre-
sponds to the traditional model of ecological niche originally
formulated by Hutchinson (1959), was formalised as the spe-
cies sorting metacommunity model (Leibold et al. 2004;
Logue et al. 2011). This sorting can be mitigated when dis-
persal between communities is sufficiently high to counter-
balance local competitive exclusion (the so-called ‘mass
effect’ or ‘source sink dynamics’ (Schmida & Ellner 1984;
Mouquet & Loreau 2002; Ai et al. 2013)). Furthermore,
environmental perturbations and biotic interactions may
jeopardise the survival of immigrants (Fig. 1C1) so that
coexistence is only possible through the establishment of life
history trade-offs between competitive ability and other traits
such as colonisation ability or resistance to predation/pertur-
bation (Hastings 1980; Calcagno et al. 2006, 10–12 in
Appendix S1). To a certain extent, all these mechanisms can
be positioned along a continuum between neutral and niche-
based processes. All the non-neutral processes involve some
form of trade-off between competitive abilities for different
resources (i.e. species-sorting) or between life history traits
(i.e. patch-dynamics).
The major contribution of metacommunity theory has been

to disentangle the relative contribution of regional and
local processes in regulating species richness within communi-
ties and to define a spatial framework to study multi-scale
dynamics.
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ECOLOGICAL SPECIATION: LINKING ECOLOGICAL

AND EVOLUTIONARY DYNAMICS

A species is a collection of interconnected populations main-
taining their evolutionary cohesiveness through gene flow. Iso-
lation mechanisms breaking gene flows among populations
may emerge as a consequence of extrinsic (e.g. geographic spe-
ciation, disruptive natural selection) or intrinsic (e.g. chromo-
somal rearrangements) factors reducing gene flow through
pre-mating (e.g. alternative mating behaviours) and/or post-
mating (e.g. genomic incompatibilities) barriers (Coyne & Orr
2004; Dieckmann et al. 2004; Schluter 2009).
Allopatric speciation is the most straightforward model

involving a physical barrier that disrupts gene flow (13 in

Appendix S1). This model has dominated speciation studies in
numerous systems for decades (Coyne & Orr 2004, 14–16 in
Appendix S1) despite its pitfalls when applied to open systems
(Dieckmann et al. 2004; Nosil 2012). Alternative models act-
ing at different scales have been further proposed such as
sympatric speciation (i.e. speciation occurring within the same
region) and parapatric speciation (i.e. speciation occurring at
the margin of a species’ range distribution) (14–18 in Appen-
dix S1). These alternatives improved our understanding of
reproductive isolation, although, they considered separately
mechanisms acting at regional (e.g. allopatric speciation
and large-scale fragmentation of species range distribution)
and local (e.g. sympatric speciation and local divergence
through sexual selection) scales. As a consequence, dynamics
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Figure 1 Landscape physical (A) and environmental (B) characteristics, life history traits (C) and associated conceptual frameworks in ecology and

evolution. Species composition within and among communities can be determined by ecological and evolutionary consequences of demographic

stochasticity (A), habitat filtering and competition for resources (B) and life history trade-offs (C). (A) In ecologically homogeneous landscapes hosting

functionally equivalent species, species abundance in patches is determined by demographic stochasticity and genomic incompatibilities promoting

reproductive isolation among populations. (B) In landscapes with environmental heterogeneity, species compete to use resources according to their niche

and reproductive isolation results from adaptive shifts in traits defining ecological niches. (C) In landscapes where competitive interactions limit species

coexistence on similar resources, species co-occurrence is driven by life history trade-off dynamics and reproductive isolation results from adaptive shifts in

the trade-off space. Grids and circles in A1, B1 and C1 represent patches and populations, respectively. Arrows in C1 represent dispersal abilities.
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at intermediate scales, such as population fragmentation in
patchy landscapes, have remained out of the scope of specia-
tion studies for decades (Dieckmann et al. 2004; Nosil 2012).
The development of an ecological theory of speciation has

partly filled this gap by considering jointly the contribution of
spatial and ecological constraints on speciation dynamics
(Schluter 1998, 2001, 2009). Ecological speciation considers
that adaptation to differential (environmental or biotic) condi-
tions involves a tension between, on the one hand, ecological
diversification through the rise of differentially adapted vari-
ants, and, on the other hand, genetic homogeneization by
gene flow (Dieckmann et al. 2004). This departs from other
models by considering the ontology of reproductive isolation
as influenced by both local (i.e. diversifying selection and
adaptation) and regional (i.e. dispersal and gene flow) scales.
In this context, reproductive isolation may be (1) a by-product
of adaptation and selection on other traits as a consequence
of the accumulation of genomic incompatibilities and/or pleio-
tropic effects (Schluter 1998, 2000b, 2001; Turelli et al. 2001;
Dieckmann et al. 2004; Gavrilets 2004; Nosil 2012, 19–21 in
Appendix S1), (2) a direct consequence of selection acting on
traits involved in both local adaptation and reproductive iso-
lation, the so-called ‘magic traits’ (20–21 in Appendix S1).
Both processes result from eco-evolutionary interactions
occurring at local and regional scales, in a spatial and ecologi-
cal framework very analogous to metacommunity theory
(Leibold et al. 2004).

ECO-EVOLUTIONARY CONSEQUENCES OF

DISPERSAL: TOWARDS COMMON PRINCIPLES IN

SPECIATION AND COMMUNITY ECOLOGY STUDIES

In a metacommunity framework, dispersal is a central driver
of diversity at both local and regional scales (Hubbell 2001;
Economo & Keitt 2008, 22 in Appendix S1). When immi-
grants settle in new patches, they will (1) interact with resi-
dents and occupy empty space or replace residents leading to
variations in community composition (i.e. ecological conse-
quences), (2) potentially face new ecological conditions and
pass favourable genes to their descendants leading to adaptive
changes (i.e. evolutionary consequences). From an ecological
perspective, dispersal drives ecological dynamics in communi-
ties by linking local and regional scales and this assumption is
at the basis of the development of the metacommunity theory.
From an evolutionary perspective, models of speciation with
gene flow acknowledge the evolutionary consequence of dis-
persal and offer an evolutionary interpretation of the ecologi-
cal dynamics linking local and regional scales (Fig. 1B2, C2)
(Schluter 1998; Gavrilets 2004; Emerson & Gillespie 2008;
Schluter 2009; Nosil 2012). Several syntheses have highlighted
how metacommunity and ecological speciation models have
converged by acknowledging the importance of the eco-evolu-
tionary consequences of dispersal through local vs. regional
dynamics (Dieckmann et al. 2004; Urban et al. 2008), how-
ever, these syntheses are currently scattered in the literature.
Dispersal promotes homogenisation of both gene pools and

communities, but its effect on both community assembly and
reproductive isolation may not be linear (Fig. 2). If consider-
ing adaptive changes in either a niche-based or trade-off

perspective, dispersal brings novelty and thus increases diver-
sity (both species richness and potential for local adaptation)
but at the same time high dispersal rates will tend to homoge-
nise the communities and reduce both species richness and
local adaptation (Mouquet & Loreau 2002; Dieckmann et al.
2004; Vellend & Geber 2005; Urban et al. 2008, 23–24 in
Appendix S1). Even if this duality of dispersal is a trend com-
mon to both the ecological and evolutionary perspectives, the
levels at which dispersal homogenises the species and genes
pools may differ (Urban et al. 2008). While a few migrants
per generation are enough to homogenise neutral gene pools
(25 in Appendix S1), mass-effects (homogenisation of species
pools) require much higher rates of dispersal (Vellend 2005;
Vellend & Geber 2005; Urban et al. 2008; Logue et al. 2011).
The consequences of this duality and the discrepancy in the
responses of speciation and community assembly to dispersal
have been either predicted or observed in a wide range of
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et al. 2008).
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metacommunity models, and predict in part the conditions for
speciation in adaptive models. Bonsall et al. (2004), Jansen &
Mulder (1999) and Mouquet et al. (2001) have described the
same dynamics in cases of speciation arising through life his-
tory trade-off dynamics in patch-dynamics models.
The emerging pattern is that dispersal has either synergetic

or antagonistic effects on speciation and community assembly
depending on its relative importance compared to mechanisms
at play in communities including stochastic fluctuations of
demographic parameters and genetic drift (Fig. 1A1, A2), spe-
cies-sorting and adaptive shifts (Fig. 1B1, B2), or biotic inter-
actions and resulting adaptive shifts (Fig. 1C1, C2). By
providing a spatial framework accounting for the complexity
of the eco-evolutionary consequences of dispersal in popula-
tions and communities, the metacommunity emphasises the
conditions for the emergence of new species in communities,
accounting simultaneously for both populations (i.e. drift,
gene flow, adaptation) and communities dynamics (i.e. ran-
dom fluctuations, species-sorting, biotic interactions) (e.g.
Fig. 2).

METACOMMUNITY SPECIATION MODELS

The rise of eco-evolutionary models of speciation and commu-
nity dynamics, explicitly accounting for local vs. regional
dynamics, paved the way for an integrative study of the
impact of metacommunities dynamics on speciation opportu-
nities. These new approaches not only shed a light on how we
consider speciation but also provided a wider view on how
speciation occurs in ecological communities, beyond the tradi-
tional geographical models (i.e. allopatry, sympatry and
parapatry). New speciation models nested in the three frame-
works of metacommunity theory have emerged built upon dis-
persal limitations and stochasticity (i.e. geographic
speciation), the ecological niche (i.e. niche-based ecological
speciation) and life history trade-offs (i.e. community-medi-
ated ecological speciation). These models, and the new per-
spectives on speciation opened by the metacommunity
perspective, are reviewed independently in the following sub-
sections.

Model I – Ecological neutrality and geographic speciation in

physically heterogeneous landscapes

A neutral model of species co-existence
In the 1970s, Sale (Sale 1977, 26–27 in Appendix S1) and
Hubbell (Hubbell 1979) suggested that neutral dynamics
might be sufficient to account for species abundance patterns
in coral reef fish and tropical forest communities respectively.
Neutrality has been a paradigm in population genetics for a
long time (Kimura 1983) but it took more than two decades
to percolate in community ecology until the book of Hubbell
in 2001 (Hubbell 2001). Neutral models differ from the tradi-
tional niche-based models by their assumptions of ecological
equivalence, ecological or neutral drift, zero-sum dynamics
and the incorporation of speciation (Box 1). Notwithstanding
the debate on the nature of species interactions (neutral or
not), neutral models have brought back large-scale evolution-
ary processes into community ecology (Webb et al. 2002;

Wiens & Donoghue 2004; Vellend 2010; Mouquet et al. 2012,
28 in Appendix S1). From an ecological perspective, the neu-
tral theory is a dispersal-limited sampling theory built upon
individual-based models (Alonso et al. 2006, 29 in Appendix
S1). It enables confrontation to empirical data and provides a
null model for community ecology that can be used to identify
departures in empirical observations from its assumptions in a
spatially explicit framework (30 in Appendix S1).

Box 1 The neutral paradigm

The Neutral Theory assumes that communities consist of
functionally equivalent species (i.e. ecological equivalence)
that saturate resources at all times such that the death of
an individual will be immediately used by a new individual
i.e. zero-sum dynamics (Hubbell 2001; Alonso et al. 2006).
Given that species have similar birth and death rates, spe-
cies abundances are driven by dispersal and both stochastic
fluctuations in population demographic parameters and
speciation probability is a function of species abundance
(Etienne et al. 2007; Davies et al. 2011). This paradigm
holds for landscapes with homogeneous ecological
resources and hosting functionally equivalent species in
which species abundance in patches are determined by dis-
persal limitation and demographic stochasticity (Hubbell
2001; Alonso et al. 2006; Economo & Keitt 2008, 2010;
Rosindell & Phillimore 2011). In this context, reproductive
isolation results from the accumulation of genomic incom-
patibilities among isolated populations due to limited gene
flow i.e. geographic speciation (Desjardins-Proulx & Gravel
2012a,b) and community assembly is driven by dispersal
limitations (bold lines in A1). After some time, a dynamic
equilibrium between speciation and extinction is formed
and species richness in communities reaches a stationary
value as a function of dispersal and landscape geometry
(Davies et al. 2011).
The neutral theory is based on the following initial

assumptions:

(A1) Ecological equivalence (patches): all patches are eco-
logically equivalent and differ only in their connectance
and centrality in the metacommunity (landscape ecology).
(A2) Ecological equivalence (species): interactions among
species are assumed to be equivalent on an individual basis
(community ecology).
(A3) Ecological or neutral drift (species): species abun-
dances fluctuate and differ because of stochasticity in birth,
death and dispersal (community ecology).
(A4) Zero-sum dynamics (communities): resources are satu-
rated at all times. This implies that resources made avail-
able by the death of an individual will be immediately used
by a new individual and providing resources are constant,
local communities are of constant size (community ecol-
ogy).
(A5) Speciation (regional pool) is a stochastic population
process driven by species abundance, mutation and dis-
persal (Geographic speciation).

© 2015 John Wiley & Sons Ltd/CNRS
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The neutral model: a metacommunity model of speciation
From an evolutionary perspective, the first neutral models
were built upon individual-based speciation models assuming
either point mutation speciation (i.e. a newly recruited individ-
ual is sampled at random and undergoes speciation) or ran-
dom fission speciation (i.e. a species is divided into two at
random) (Hubbell 2001), both being oversimplifications of
speciation mechanisms (Coyne & Orr 2004; Dieckmann et al.
2004; Gavrilets 2004). Recently, Desjardins-Proulx & Gravel
(2012a,b) proposed a population-based model of speciation
with gene flow where reproductive isolation is caused by the
progressive accumulation of incompatible alleles due to muta-
tion and drift (Fig. 3A, B). The authors used graphs to con-
trol the spatial framework where the position of each
community was defined by its centrality (i.e. closeness to the
gravity centre) and connectance (i.e. number of connection
with other communities) (Desjardins-Proulx & Gravel 2012a).
In their simulations, the authors showed that peripheral com-
munities with low connectance significantly accumulate more
species through speciation than central communities with
higher rates of immigration. In their system, however, Desjar-
dins-Proulx & Gravel (2012a,b) found that speciation leads to
more realistic estimates of species richness if mutations
towards speciation are given a positive selective coefficient,

which is a violation of the assumption of ecological equiva-
lence. de Aguiar et al. (2009) obtained similar results by intro-
ducing some positive assortative mating in a stochastic
metacommunity model while Meli�an et al. (2010) concluded
that frequency-dependent selection leads to more species than
neutral models. Later, Desjardins-Proulx & Gravel (2012b)
modified their model by introducing differential allelic fitness
for mating while ignoring individual fitness for dispersal. This
is equivalent to assuming that selective coefficients applied
among conspecific individuals for mating do not significantly
alter heterospecific interactions during dispersal and local
dynamics. This model pointed to similar results and high-
lighted the nonlinear response of speciation and community
assembly across dispersal gradients (Fig. 3B).

Metacommunity perspective on speciation through
fragmentation in landscapes
The most important contribution of neutral models has been
to highlight that: (1) metacommunity spatial structure, and
not just a physical barrier to gene flow (e.g. allopatric speci-
ation), may lead to a gradual acquisition of reproductive iso-
lation through spatial isolation (Fig. 3A) (Hoelzer et al.
2008; Desjardins-Proulx & Gravel 2012a,b), (2) speciation is
a two-step process: (i) incipient species appear continually
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(i.e. the real speciation rate following McPeek (2008)), (ii) an
incipient species forms a novel ‘good’ species if it survives a
transition period and establish in communities (i.e. the
apparent speciation rate derived from empirical observa-
tions), a mechanism recently incorporated in the protracted
speciation model by Rosindell and colleagues (Rosindell
et al. 2010; Etienne & Rosindell 2012, 31–32 in Appendix
S1).

Model II – Species-sorting and niche-mediated ecological speciation

in environmentally heterogeneous landscapes

Species-sorting in communities
The theory of the niche has a long history in ecology and is
considered as one of its central paradigms (Chase & Leibold
2003). While essentially considered a ‘local’ theory, it has been
incorporated into the metacommunity framework either by
assuming that species are sorted regionally according to their
ecological niches (Leibold 1998) or are (partially) decoupled
from this sorting through source sink or mass-effect dynamics
(Mouquet & Loreau 2002; Ai et al. 2013) (Box. 2). In both
cases, the number of coexisting species cannot exceed the
number of limiting factors and niche differentiation takes
place at the local (i.e. species sorting) or regional (i.e. source
sink) scales (Figs 1 and 4A).

Niche-mediated ecological speciation
Most of the examples of ecological speciation described so
far follow a two-step model: (i) adaptive divergence with
limited gene flow (spatial fragmentation) fosters the settle-
ment of pre-zygotic isolation mechanisms, (ii) post-zygotic
isolation is possible through reinforcement upon secondary
contact, i.e. selection against hybrids for which there is no
niche (Schluter 2001; Turelli et al. 2001; Gavrilets 2004;
Gavrilets & Vose 2006; Schluter 2009; Nosil 2012, 33–37 in
Appendix S1). In sympatry, however, recombination breaks
favourable allelic combinations and either higher selection
coefficients or ‘magic traits’ determined by a limited set of
genes should be involved (Turelli et al. 2001; Coyne & Orr
2004, 38–42 in Appendix S1). Generally, empirical studies on
ecological speciation described an initial step of spatial isola-
tion either through physical constraints or sorting of poly-
morphisms across patches with different ecological resources.
In North American sticklebacks, for example adaptive shifts
in body size and nuptial colouration across limnetic and
benthic habitats induced assortative mating (43–44 in Appen-
dix S1) followed by post-zygotic isolation involving differen-
tial growth rates of backcross hybrids whose rank order
reverses between parental habitat (Schluter 2001). Similar
pre-mating mechanisms of assortative mating have been
shown to occur in Drosophila only after a few generations
(review in Schluter 2001) and are generally accompanied by
post-zygotic isolation through Bateson–Dobzhansky–Muller
allelic incompatibilities (45 in Appendix S1). Several other
examples of by-product ecological speciation have been dis-
covered including Central American cichlids (46–47 in
Appendix S1) or palms on oceanic islands (Gavrilets & Vose
2007, 48 in Appendix S1). We refer to Schluter (2009) for a
compelling review.

Metacommunity perspective on niche-mediated ecological
speciation
Populations occupying patches with spatially varying
resources experience divergent selection that may trigger the
settlement of reproductive isolation, depending on the relative
importance of dispersal and gene flow, and descendant species
are expected to exhibit narrower ecological requirements, so-
called niche packing (McPeek 1996; Schluter 1998, 2001;
McPeek 2008; Cornell 2013) (Fig. 1B2). Alternatively, evolu-
tionary dynamics at play in communities during adaptation
affect species coexistence through an intensified use of
ecological resources by more specialised incipient species expe-
riencing stronger competitive interactions (Vellend 2005; Vel-
lend & Geber 2005; Urban 2006; Urban et al. 2008; Vellend
2010).
The rise of an evolutionary theory of the niche stressed that:

(1) reproductive isolation may arise as a consequence of adap-
tation with gene flow in ecologically heterogeneous land-
scapes, (2) ecological dynamics at play in communities will
influence speciation opportunities through competitive interac-
tions for resources and (3) when evolutionary and ecological
dynamics occur at the same temporal and spatial scales, their
interactions can produce diversity patterns in communities
that diverge from those expected when ecology and evolution-
ary dynamics are considered separately (Fig. 4B) (Wiens &
Donoghue 2004; Urban 2006; Urban et al. 2008; Leibold
et al. 2010; McInnes et al. 2011; Etienne & Haegeman 2012;
Mouquet et al. 2012).

Model III – Patch dynamics, life history trade-off dynamics and

community-mediated ecological speciation in environmentally

homogeneous landscapes

Life history trade-offs and patch dynamics in communities
Competition for resources in environmentally heterogeneous
landscapes has been considered in community ecological
dynamics since the earliest development of the theory of the
ecological niche (Mac Arthur & Levins 1967; Pianka 1976).
Species using similar resources will compete and coexist only
if some kind of adaptive shifts occur (Leibold 1998, 49–50 in
Appendix S1). An alternative to the species-sorting niche-
based mechanism of coexistence in metacommunities is based
on the interplay between species interactions and trade-offs
between life history traits enabling species coexistence on simi-
lar resources (i.e. patch-dynamics, Figs 1A and 5C, Box 3). In
a set of species with different competitive and dispersal
abilities, for instance, coexistence is possible if the traits
related to both abilities trade-off appropriately (Hastings
1980; Hanski 1982; Gotelli 1991; Tilman 1994, 51 in Appendix
S1).

Ecological speciation through biotic interactions and trade-offs
in communities
This speciation model departs from the niche-based model
of ecological speciation (Dieckmann & Doebeli 1999; Schlut-
er 2001; Gavrilets 2004; Schluter 2009; Nosil 2012) by
occurring in environmentally homogeneous landscapes and
adaptive divergence is driven by the trade-off dynamics
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relating competitive abilities with alternative uses of space
(e.g. competition/colonisation), predation and perturbation
(e.g. competition/resistance to predation/perturbation) or
reproductive tactics (e.g. competition/pollination; Fig. 1C1,
C2), a model we refer to community-mediated ecological
speciation.
Several empirical studies have described such adaptive

mechanisms in natural populations. Langerhans and col-
leagues have shown, for instance, that the Bahamas mosquito-
fish (Gambusia hubbsi) populations have evolved adaptive
changes in body size and caudal peduncle in the presence of
its predator (Gobiomorus dormitor) associated with skewed
female mate choice towards native males or males from simi-
lar predator regimes (52 in Appendix S1). Along the same
line, the two sister species of monkey flowers Mimulus lewisii
and M. cardinalis show different pollination syndromes (i.e.
suites of flower traits that have evolved in response to natural
selection imposed by different pollen vectors) as M. lewisii is
pollinated by bumblebees while M. cardinalis is pollinated by
hummingbirds. Schemske & Bradshaw (1999) have shown
through crossing experiments that pollinators are attracted to
artificial F2 hybrids in proportion to the mixture of the genes
from the preferred parent (Schluter 2001, 2009). More
recently, Yawata et al. (2014) demonstrated that competition–
dispersal trade-offs fostered the ecological divergence of
incipient species of marine bacteria.

Metacommunity perspective on community-mediated ecological
speciation
The eco-evolutionary dynamics at play during community
assembly ruled by life history trade-offs (e.g. competition/col-
onisation, competition/resistance to predation/perturbation)
have been extensively studied through mathematical model-
ling in a metacommunity framework. Jansen & Mulder
(1999) have shown, for example that diversity build-up may
be easily explained by a trade-off between local growth
and colonisation capacity and if mutation fuels new variants
and sufficient competition occurs within a growth season,
evolutionary community assembly through ecological specia-
tion may be observed (Fig. 5A, B). Along the same lines,
Bonsall et al. (2004) found that in communities of parasi-
toids where varying survival and attack rates are related to
host density, trade-off dynamics may assemble evolutionary
stable ecological guilds through ecological speciation. Gudelj
et al. (2007) have also shown that in modelled microbial
communities, different strains were able to coexist on the
same source of energy as a consequence of trade-offs in
ATP metabolic pathway between rates and yields of ATP
production (Gudelj et al. 2007).
The development of an evolutionary patch-dynamics model

in a metacommunity framework has highlighted that: (1) envi-
ronmental heterogeneity is not a necessary condition for the

Box 2 The niche paradigm

The theory of the niche accounts for species with certain ecological requirements such that the match between species niche and
ecological resources in local patches determines species abundance (Chase & Leibold 2003; Leibold et al. 2004). In a heteroge-
neous landscape hosting varying resources among patches, community assembly is a deterministic function of species’ matches
to resources and dispersal (i.e. species-sorting) and speciation is a function of adaptation and gene flow among populations (i.e.
ecological speciation). This paradigm holds for landscapes with environmental heterogeneity and no limitations to dispersal in
which species compete to use resources according to their niche. From an evolutionary perspective, reproductive isolation
results from adaptive shifts in traits defining ecological niches by natural selection i.e. ecological speciation (Schluter 1998,
2001, 2009) and community assembly is driven by the spatial scattering of ecological resources and species niches i.e. species-
sorting (Leibold et al. 2004). In such systems, the correlation between species richness and speciation may be expected to peak
at intermediary levels of both dispersal (Schmida & Ellner 1984; Mouquet & Loreau 2002; Urban et al. 2008; Ai et al. 2013)
and spatial autocorrelation of resources across patches (M€unkem€uller et al. 2011). At high dispersal, maladapted species are
maintained in local communities through source-sink dynamics (i.e. mass-effect) and speciation is inhibited by gene flow (Sch-
luter 2001; Dieckmann et al. 2004; Urban 2006; Schluter 2009). At low dispersal, both speciation and species richness are
favoured by limited gene flow and species-sorting dynamics (Gavrilets & Vose 2006).
The niche paradigm is based on the following initial assumptions:

(A1) Ecological heterogeneity (patches): patches are not ecologically equivalent and differ in the ecological resources available
(landscape ecology).
(A2) Ecological heterogeneity (species): species per capita birth and death rates vary according to resources and each species has
optimal rates for different resources (community ecology).
(A3) Ecological sorting (species): species abundances vary due to differences in resources among patches and a consequence of
matching resources availability and species ecological optima (community ecology).
(A4) Mass-effect (species): source-sink dynamics allow species to persist in less favourable patches (community ecology).
(A5) Zero-sum dynamics (communities): resources are saturated at all times. This implies that resources made available by the
death of an individual will be immediately used by a new individual and providing resources are constant, local communities
are of constant size (community ecology).
(A6) Speciation is a deterministic population process driven by population adaptive shifts in response to environmental hetero-
geneity and gene flow (niche-mediated ecological speciation).
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development of reproductive isolation through adaptive diver-
gence as community composition may also constitute a driver
of ecological speciation, (2) life history trade-offs dynamics
may foster the settlement of eco-evolutionary dynamics in
communities, analogous to those observed in a niche-based
context and ruled by both local (i.e. adaptive changes in
response to biotic interactions) and regional (i.e. dispersal)
processes.

INTEGRATING SPECIATION THROUGH TIME IN

METACOMMUNITIES: ECO-EVOLUTIONARY

DYNAMICS AND DIVERSIFICATION

Metacommunity theory opened new perspectives on the
impact of ecological dynamics on speciation opportunities (i.e.
conditions of emergence of evolutionary community assembly,
Fig. 2) and persistence of incipient species (i.e. transition per-
iod incipient species should survive). As diversity increases in
communities, speciation is facing evolving ecological dynamics
that in turn affect both speciation opportunities and species
persistence, and impact speciation rates during community
assembly (McPeek 1996, 2008; Cornell 2013, 53 in Appendix
S1). During the last decade, there has been a major trend in
macroevolutionary studies to explore the influence of ecologi-
cal dynamics during community assembly on diversification
through comparative methods (Cornell 2013; Morlon 2014).

This approach led to a series of studies that focused on
exploring the impact of filling niche space (i.e. species sorting
and niche packing) and life history trade-offs (i.e. patch
dynamic models and biotic interactions) on the pace of specia-
tion during diversification. These studies intended to detect
the signature of ecological dynamics in communities on sev-
eral phylogenetic trees properties (e.g. phylogenetic tree
shapes, phylogenetic community structure; Table 1). We will
review in this section the phenomenology of this approach,
from the first formal attempt to integrate evolutionary and
ecological dynamics by the phylogenetic community structure
approach to recent developments based on mechanistic
approaches aiming at exploring the feedback of ecological
dynamics on speciation through time.

Relating phylogenetic patterns with spatial dynamics

One of the first instances of integrating evolutionary dynamics
into empirical community ecology is probably the community
phylogenetic approach pioneered by Webb (Webb 2000; Webb
et al. 2002; Mouquet et al. 2012, 54 in Appendix S1). Based
on the assumption that closely related species frequently have
similar traits and phylogenetic relationships mirror ecological
divergence among species (55 in Appendix S1), Webb and col-
leagues proposed that community phylogenetic structure (i.e.
local samples of the phylogenetic tree relating species from

Box 3 The life history trade-off paradigm

This paradigm accounts for adaptive mechanisms in environmentally homogeneous landscapes based on competitive interac-
tions and life history trade-off dynamics enabling species coexistence on similar resources in metacommunities (Hastings 1980;
Hanski 1982; Gotelli 1991; Tilman 1994). In environmentally homogeneous landscapes, species will compete to access resources
but species may coexist if life history traits related to competitive abilities and dynamics of colonisation or resistance to preda-
tion/perturbation are traded off appropriately (i.e. patch-dynamics). Competitive interactions and life history trade-offs may
foster adaptive changes across trade-off space and lead to reproductive isolation (i.e. community-mediated ecological specia-
tion). This paradigm holds for landscapes where competitive interactions limit species coexistence on similar resources and spe-
cies co-occurrence is driven by life history trade-off dynamics among species. Following this paradigm, reproductive isolation
results from adaptive shifts in the trade-off space as a consequence of competitive interactions fostering natural selection i.e.
ecological speciation (Bonsall et al. 2004; Schluter 2009) and community assembly is driven by life history trade-off dynamics
such as competition/colonisation or competition/resistance to predation/perturbation trade-offs i.e. patch-dynamics (Tilman
1994). In such systems, the correlation between speciation rates and species richness in metacommunities is determined by both
the shape of the trade-off function and patch density (Jansen & Mulder 1999; Bonsall et al. 2004; Gudelj et al. 2007; Beardmore
et al. 2011; Pillai & Guichard 2012). The shape of the trade-off function is determined by the strength of competition for space.
The life history trade-off paradigm is based on the following initial assumptions:

(A1) Ecological equivalence (patches): all patches are ecologically equivalent or ecological variations among patches do not
impact species abundances (landscape ecology).
(A2) Ecological heterogeneity (species): species per capita birth and death rates are ruled by trade-off dynamics in life history
traits preventing the optimisation of both resource use and dispersal (community ecology).
(A3) Competitive interactions: species abundances vary due to differences in optimised life history traits for resource use (com-
petition) and dispersal (e.g. colonisation) or resistance to predation/perturbation (community ecology).
(A4) Mass-effect (species): source-sink dynamics allow species to persist in less favourable patches (community ecology).
(A5) Zero-sum dynamics (communities): resources are saturated at all times. This implies that resources made available by the
death of an individual will be immediately used by a new individual and providing resources are constant, local communities
are of constant size (community ecology).
(A6) Speciation is a deterministic population process driven by the existence of different local optima in competitive/dispersal
abilities that trigger adaptive shifts among populations (community-mediated ecological speciation).
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the regional pool) can be used to explore the dynamics of spe-
cies sorting in communities and species turnover among com-
munities based on several phylogenetic metrics and to trace
back the processes underlying community assembly (Webb
2000, 56–60 in Appendix S1). Empirical studies provided dif-
ferent outcomes as both patterns of phylogenetic clustering or
dispersion have been observed depending on the organisms
and spatial scales involved (Table 1) (Emerson & Gillespie
2008; Vamosi et al. 2009) but identified key issues about the
mechanisms of community assembly: (1) spatial scale dictates
the relative contribution of historical and ecological factors
resulting in varying patterns of community phylogenetic struc-
ture (Hubert et al. 2011, 61 in Appendix S1), (2) various com-
binations of spatial autocorrelation of ecological resources
and mechanisms of coexistence can produce similar commu-
nity phylogenetic patterns (M€unkem€uller et al. 2011), (3)
modern coexistence theory tells us that both habitat filtering
and competition can lead to phylogenetically clustered pat-
terns, (4) ecological and evolutionary dynamics towards equi-
librium between dispersal, speciation and extinction vary
largely according to communities age (62 in Appendix S1).
Moreover, this approach highlighted that exploring the pat-

terns of phylogenetic tree sampling in communities depends

strongly on the speciation mechanisms (i.e. geographic or eco-
logical speciation) and life history traits evolution associated
(i.e. random, niche-related or trade-offs), two factors that
affects the match of species traits to resources in communities
(Leibold et al. 2010; Mouquet et al. 2012, 63 in Appendix S1).
Speciation is determined by two main factors: (i) the land-
scape’s physical (Fig. 3), environmental (Fig. 4) and ecological
(Fig. 5) features that influence opportunities of speciation
(Jansen & Mulder 1999; Schluter 2001; Bonsall et al. 2004;
Hoelzer et al. 2008; McPeek 2008; Schluter 2009; Rosindell
et al. 2010; Desjardins-Proulx & Gravel 2012a,b; Etienne &
Rosindell 2012; Pillai & Guichard 2012), and (ii) the community
background determining the persistence of new species in com-
munities (Bonsall et al. 2004; Desjardins-Proulx & Gravel
2012a,b; Etienne & Rosindell 2012). Both mechanisms may be
expected to influence the match of new species to their environ-
ment and communities, and impact ecological dynamics in com-
munities.

Relating speciation with eco-evolutionary metacommunity dynamics

Understanding the influence of community ecology on specia-
tion has been considered by evolutionary biologists trying to
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random sorting (bottom right) following the arrow. (B) Response of the correlation between local adaptation (i.e. population adaptive changes) and

colonisation of new patches (i.e. community adaptive changes) to varying spatial autocorrelation patterns (i.e. spatial heterogeneity in the distribution of

resources) and dispersal rates. (C) Increasing diversity (red y-axis) by diversification through ecological space (z-axis) and time (x-axis) following niche-

based dynamics determined by species’ performance of resources use (black y-axis). Ecological specialists have narrow distributions in the ecological space
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Table 1 The three main paradigms of the metacommunity theory with their respective expected patterns regarding species coexistence, community assembly,

phylogenetic community structure and diversification patterns including tree shape

Expected patterns Hypotheses References

(A) Physical heterogeneity of landscapes (neutral model (NM), geographic speciation)

(P1) Species coexistence in local patches is a random process driven

by stochastic variation in birth, death and dispersal rates in

surrounding patches defining a network of local communities

Ecological equivalence

(NM: A1, A2)

(Hubbell 2001; Chave et al. 2002;

Alonso et al. 2006)

(P2) Species coexistence in the regional pool (metacommunity) is a

random process driven by patch centrality and connectance in the

metacommunity

Ecological drift

(NM: A3)

(Hubbell 2001; Chave et al. 2002; Alonso

et al. 2006; Economo & Keitt 2008,

2010; Desjardins-Proulx & Gravel

2012a,b)

(P3) Communities exhibit random to overdispersed patterns of

phylogenetic relatedness depending on landscapes geometry: (a) for

high patch density, speciation is not distributed randomly but occurs

on peripheral patches leading to repeated pattern of speciation in

space and enabling the settlement of phylogenetic community

structure (overdispersed), (b) at low patch density, speciation

is distributed at random and no phylogenetic community structure

is expected

Ecological equivalence

(NM: A1, A2)

Ecological drift

(NM: A3)

(Webb 2000; Webb et al. 2002; Etienne

et al. 2007; Emerson & Gillespie 2008;

Vamosi et al. 2009; Desjardins-Proulx

& Gravel 2012a,b)

(P4) Diversity-dependent diversification: diversification is an area-

dependent stochastic process driven by network constraints. During

community assembly burst of speciation may be expected when an

increasing number of patches are colonised depending on the size of

the metacommunity leading to stochastic variations in diversification

rates. As diversity increases, however, extinction rates increase

because population sizes become smaller due to limited space

Zero-sum (NM: A4)

Geographic speciation

(NM: A5)

(Etienne et al. 2007; Rosindell et al.

2010; Hubert et al. 2011; Desjardins-

Proulx & Gravel 2012a,b; Etienne &

Rosindell 2012; Cornell 2013)

(P5) Phylogenetic trees balance is driven by species abundance

evenness and speciation rates: (a) in large metacommunities with

even species abundances and high speciation rates, phylogenetic trees

tends to be balanced, (b) in small metacommunities with low

speciation rates, species abundances are uneven and phylogenetic

trees tend to be imbalanced

Geographic speciation

(NM: A5)

(Hubbell 2001; Pigot et al. 2010b; Davies

et al. 2011)

(B) Environmental heterogeneity of landscapes (species-sorting (SS), niche-mediated ecological speciation)

(P1) Habitat filtering: Species coexistence in local patches

(communities) is a stochastic process driven by the match of species

ecological requirements with local patch resources

Ecological heterogeneity

(SS: A1, A2)

(Cornwell et al. 2006; Kraft et al. 2007)

(P2) Niche partitioning: coexistence among species in

metacommunities is enabled by adaptive shifts to alternative

resources

Ecological sorting (SS: A3) (Schoener 1974; Leibold 1998)

(P3) Communities exhibit average phylogenetic relatedness that vary

from higher than expected at random to random patterns of

phylogenetic relatedness depending on trait lability, spatial

autocorrelation of resources and dispersal: (a) Phylogenetic

clustering is expected when life history traits are conserved, resources

are spatially autocorrelated and dispersal is low, (b) random to

overdispersed patterns of phylogenetic structure are expected when

traits are labile, resources randomly distributed or dispersal is high

and support source-sink dynamics (mass-effect)

Ecological sorting (SS: A3)

Ecological speciation

(SS, ME: A6)

Mass-effect (SS: A4)

(Webb 2000; Webb et al. 2002; Gavrilets

& Vose 2006; Kraft et al. 2007; Vamosi

et al. 2009; M€unkem€uller et al. 2011)

(P4) Diversity-dependent diversification: diversification slows down

due to limited niche space or accelerate in empty ecological spaces

Zero-sum (SS: A5)

Ecological speciation

(SS: A6)

(McPeek 1996, 2008; Rabosky & Lovette

2008; Rabosky 2009; Pigot et al. 2010a;

Kisel et al. 2011; Cornell 2013)

(P5) Phylogenetic tree balance is influenced by rates of adaptive

changes and diversification, spatial autocorrelation of resources and

dispersal: (a) departure from constant rates of diversification

associated with key innovation or the colonisation of adaptive zones

and/or spatial autocorrelation of resources and high dispersal will

produce imbalanced trees as a consequence of uneven species

abundance (b) random distribution of resources and low dispersal

will favour the emergence of balanced to random phylogenetic trees

Ecological speciation

(SS: A6)

(Schluter 2000a; Dieckmann et al. 2004;

Phillimore & Price 2008; Pigot et al.

2010a; Davies et al. 2011; Etienne &

Haegeman 2012)

(C) Heterogeneity of species life history traits (patch-dynamics (PD), community-mediated ecological speciation)

(P1) Limiting similarity: coexistence in local patches (communities) is

limited among closely related species as a consequence of adaptive

shifts in life history trade-offs promoted by competitive interactions

Ecological heterogeneity

(PD: A1, A2)

(Hutchinson 1959; Pianka 1976; Leibold

1998; Stubbs & Wilson 2004; Carlson

et al. 2009)

(continued)
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explain the origin of the higher diversity in the Tropics since the
50s. Fischer (1960), Dobzhansky (1950) and Stebbins (1974),
for instance, proposed that higher climatic stability in the tro-
pics leads to lower extinction rates. Then, the higher diversity
imposes stronger natural selection and species interactions that,
instead of limiting niche space, promote speciation through
character displacement (i.e. ecological speciation; 53, 64–65 in
Appendix S1). Thus, regional diversity is expected to be
unbounded and to be only limited by time and/or diversification
rates (Cornell 2013, 53 in Appendix S1). Decreasing diversifica-
tion rates through time have been frequently observed, how-
ever, and have been generally interpreted as the consequence of
a feedback of local ecological dynamics on speciation (Ricklefs
1987; McPeek 1996, 66 in Appendix S1).

Are regional biotas bounded or unbounded?
The hypothesis of diversity-dependent diversification represents
the first instance of a macroevolutionary model built upon the
metacommunity framework that explicitly accounts for local
dynamics on speciation (McPeek 1996, 2008; Phillimore & Price
2008; Cornell 2013). This hypothesis is derived from population
growth models predicting that per capita birth and death rates
converge in a limited environment as a population reaches its
carrying capacity (i.e. the maximum biomass that can be sup-
ported by the resources in the environment) (Hutchinson 1959;
Mac Arthur & Wilson 1967; Pianka 1976). It postulates that
regional biotas have also carrying capacities in evolutionary
time, a property based on the assumptions that communities
are of finite size (i.e. the maximum biomass or individual that a
community can support) and regional biotas are limited by the
sum of the communities’ carrying capacity (Cornell 2013). The
metacommunity perspective, however, stresses the links
between speciation and ecological dynamics through the influ-
ence of local (i.e. adaptation, competition) vs. regional (i.e.
dispersal) dynamics on speciation (Jansen & Mulder 1999; Sch-
luter 2001; Gudelj et al. 2007; McPeek 2008; Rosindell et al.
2010). Dispersal determines the relative contribution of
evolutionary and ecological dynamics during community
assembly if connectivity among patches is sufficiently high
(Desjardins-Proulx & Gravel 2012a,b) or if the regional pool is

rich enough to fuel communities with ecologically diversified
immigrants (Jansen & Mulder 1999; Gudelj et al. 2007). During
the early stages of community assembly, however, the low
diversity in the regional pool may be expected to favour evolu-
tionary dynamics (i.e. geographic and/or ecological speciation)
and as regional diversity increases, ecological assembly likely
offers fewer opportunities for speciation (Ricklefs 1987;
McPeek 1996, 2008; Urban et al. 2008; Cornell 2013, 67–69 in
Appendix S1).

Neutral and adaptive perspectives on bounded biotas
Two main mechanisms may be responsible for a feedback of
ecological dynamics on speciation: (1) reproductive isolation
may evolve more quickly during early stages of community
assembly as a consequence of stronger disruptive selection
due to a larger diversity of empty niches (i.e. species-sorting,
Fig. 4C) or lower diversity of competitors (i.e. patch-dynam-
ics, Fig. 5C); (2) speciation may be more difficult in satu-
rated landscapes occupied by competing species because
populations of newly diverged species may have difficulties
to coexist with other residents (Schluter 1998, 2000a,b,
2001).
In a neutral context (Box. 1, Fig. 3, Table 1), species are

ecologically equivalent and population sizes vary according to
stochastic fluctuations in birth and death rates. Thus, in a
metacommunity of finite size (i.e. the number of individuals is
limited), extinction may be expected to increase with diversity
because species population sizes become smaller due to limited
space and become more prone to random walks to extinction
(i.e. demographic stochasticity due to the community carrying
capacity, Table 1). According to these dynamics, the probabil-
ity of incipient species to persist in communities decreases
with the number of species in the system and diversification
rates will slow down as a consequence of increased extinction
rates (Fig. 3). By contrast, adaptive models based on species-
sorting (Box. 2, Fig. 4, Table 1) and life history trade-offs
(Box. 3, Fig. 4, Table 1) predict that either the filling of niche
space or the filling of trade-off gradients through evolutionary
community assembly (Fig. 2) will lead to fewer speciation
opportunities due to increased competitive interactions

Table 1 (continued)

Expected patterns Hypotheses References

(P2) Life history trade-offs: species coexistence in the regional pool

(metacommunity) is enabled by adverse effects between traits

associated with competitive abilities and other traits (e.g.

colonisation rate, resistance to predation/perturbation)

Competitive interactions

(PD: A3)

(Levins & Culver 1971; Hastings 1980;

Hanski 1982; Gotelli 1991; Yu &

Wilson 2001)

(P3) Communities exhibit average phylogenetic relatedness lower

than expected at random or random patterns depending on dispersal

abilities and the existence of mass-effect dynamics

Ecological heterogeneity

(PD: A1, A2)

Competitive interactions

(PD: A3)

Mass-effect (PD: A4)

(Webb 2000; Webb et al. 2002;

M€unkem€uller et al. 2011)

(P4) Diversity-dependent diversification: diversification slows down as

space is filled and the life history trade-offs space is saturated

Zero-sum (PD: A5)

Ecological speciation

(PD: A6)

(Jansen & Mulder 1999; Bonsall et al.

2004; Gudelj et al. 2007; Beardmore

et al. 2011; Cornell 2013)

(P5) Phylogenetic trees are imbalanced as a consequence of

directional diversification in the life history traits space

Ecological speciation

(PD: A6)

(Jansen & Mulder 1999; Bonsall et al.

2004; Gudelj et al. 2007; Beardmore

et al. 2011)
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(Table 1). Many attempts to test these hypotheses have been
conducted using phylogenetic methods with diverse outcomes
(McPeek 2008; Rabosky & Lovette 2008; Rabosky 2009; Par-
adis 2011; Rabosky et al. 2012, 70–71 in Appendix S1). Most
of these studies focused on disentangling the relative contribu-
tion of early increases of speciation rates (e.g. empty ecologi-
cal spaces offering greater opportunities of speciation) or late
increases of extinction rates (e.g. higher demographic stochas-
ticity due to smaller population sizes) to diversity-dependent
diversification and several shortcomings may explain discrep-
ancies among these studies: (1) disentangling speciation from
extinction is a notoriously difficult task in phylogenetic recon-
struction (Ricklefs 2007; Rabosky & Lovette 2008; Paradis
2011; Rabosky et al. 2012, 72 in Appendix S1), (2) modelling
of ecological dynamics has been based on different models
and assumptions (Gavrilets & Vose 2006; Phillimore & Price
2008; Gavrilets & Losos 2009), (3) only a few studies have
incorporated spatially explicit models accounting for the
antagonistic dynamics at regional and local scales (Gavrilets
& Vose 2006; Gavrilets & Losos 2009; Desjardins-Proulx &
Gravel 2012a,b; Pillai & Guichard 2012).

Integrating speciation mechanisms into the temporal study of

diversification

The incorporation of speciation into metacommunity models
offers a new perspective on the influence of the local and
regional ecological dynamics on speciation in bounded biotas.
As previously mentioned, Desjardins-Proulx & Gravel (2012a,
b) showed that in neutral communities of large size, popula-
tion size decreases during community assembly due to a finer
partition of space among an increasing number of species
(Table 1) and diversification rates become negatively corre-
lated with species richness (Fig. 3B). Davies et al. (2011)
explored the consequences of this random walk of species
demography during diversity build-up on various phylogenetic
trees properties, such as the balance and branching patterns
of a tree, under varying conditions of diversity build-up in
communities. The authors highlighted that neutral models
make accurate predictions about the balance of phylogenetic
trees but fail to predict branching patterns through time and
account little for the tempo of species diversification in meta-
communities (Table 1).
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Figure 5 Trade-off functions, patch density and dynamics of speciation and community assembly through trade-off dynamics. (A) The increase in relative

fitness through the optimisation of trait I will be mitigated through an adverse effect on trait II. The shape of the trade-off function defines the strength of

the adverse effect ranging from weak (yellow) to strong (red). (B) Response of the correlation between speciation and species richness to patch density and

shape of the trade-off function. At high patch density, source-sink dynamics may buffer local extinction and inhibit speciation by a higher coverage of the

trade-off space. (C) Increasing diversity (red y-axis) by diversification through space (z-axis) and time (x-axis) following trade-off dynamics determined by

species’ performance of resources use (black y-axis). Following a competition/colonisation trade-off, good competitors have narrow distributions (z-axis)

with high performances (black y-axis) but good colonizers have wide distributions (z-axis) with low performances (black y-axis).
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From a niche-based perspective (Fig. 4C, Table 1), Gavri-
lets & Vose (2006) showed by modelling evolutionary commu-
nity assembly through ecological speciation on grids with
varying ecological resources and hosting populations of vary-
ing size, that evolutionary community assembly can be
achieved in a broad part of parameter space. The authors also
showed that early bursts of speciation were observed in most
of their simulations in agreement with the niche-based mecha-
nism of diversity-dependent diversification (Gavrilets & Vose
2006). Hence, they identified through mathematical modelling
potential mechanisms underpinning the feedback of local eco-
logical dynamics on speciation and suggested by a large num-
ber of empirical studies, e.g. on Darwin finches (Schluter
2000b), Carribean Anolis lizard (Losos et al. 1998), Hawaiian
spiders (Gillespie 2004) and Hawaiian sunflowers (73 in
Appendix S1) among the most popular cases described so far
(Gavrilets & Losos 2009, 74 in Appendix S1). Jansen & Mul-
der (1999), Bonsall et al. (2004), Gudelj et al. (2007) and
Beardmore et al. (2011) reported similar patterns of evolution-
ary community assembly in evolving metacommunities follow-
ing life history trade-offs models and observed two major
trends in most of their simulations: (1) an earlier burst of
diversification is observed when diversity is low and trade-off
space is not filled, (2) phylogenetic trees tend to be imbal-
anced as a consequence of a gradual and unidirectional explo-
ration of trade-off space (Fig. 5C, Table 1).
Integrating the study of speciation in a metacommunity

framework paved the way for a fresh look at some of the old-
est questions in evolutionary biology such as the condition of
emergence of new species, or the evolutionary consequences
of local dynamics in communities (Dobzhansky 1950; Fischer
1960; Stebbins 1974). By linking ecological and evolutionary
dynamics across spatial scales through dispersal (e.g. Fig. 2),
the metacommunity perspective has helped development of a
unified framework that encompasses most of the complexity
of the eco-evolutionary dynamics in communities and trig-
gered a reappraisal of how speciation occurs and succeeds in
building up diversity in communities.

SPECIATION IN METACOMMUNITIES: WHAT IS NEXT?

As detailed throughout this review, the metacommunity
framework provides a common ground for integrating evolu-
tionary and ecological perspectives and better appraising the
complexity of speciation mechanisms. There is still a need for
integration (Logue et al. 2011; McInnes et al. 2011; Mouquet
et al. 2012), but we see here more opportunities for future
research than limitations.

Considering species coexistence when studying speciation: beyond

regional estimates of species range overlaps

Sister species are the most recent product of evolutionary
dynamics in communities and their range overlaps potentially
carry the imprint of local ecological dynamics (i.e. demo-
graphic stochasticity, adaptive shifts) on speciation (75–79 in
Appendix S1). This sister-species approach was initially
designed to disentangle the spatial context of speciation (i.e.
allopatry vs. sympatry) from subsequent species range expan-

sion at the regional scale but studies relying on this approach
produced different results depending on the organisms and
spatial scales involved (75–79 in Appendix S1). The approach
was later improved by accounting for trait divergence into
the study of range overlap dynamics among sister species
and several of these studies detected a link between level of
traits divergence and range overlaps (80–81 in Appendix S1).
These studies, however, leaved unresolved the role of trait
divergence during speciation either as a by-product of specia-
tion (e.g. character displacement following secondary contact)
or as the driver of speciation (e.g. magic traits). This limita-
tion is due to the lack of integration of local dynamics inside
communities (e.g. species-sorting, mass-effects) when consid-
ering range overlaps at the regional scale and as such, only
partially accounting for the complexity of the ecological
dynamics at play during speciation. Recent studies have
stressed that considering co-occurrence data across transects
or point observations may provide a broader understanding
of the ecological dynamics inside communities on regional
patterns of species range overlap and traits evolution (57,
82–83 in Appendix S1). Data on co-occurrence within com-
munities are designed to appraise ecological dynamics influ-
encing species coexistence and will lead the way for exploring
speciation in a metacommunity framework. As emphasised
throughout the present review, mechanisms driving species
co-existence (e.g. competition for resources, life history trade-
offs) impact both opportunities of speciation and persistence
of incipient species. Analyses of range overlap between sister
species should therefore move beyond regional estimates of
species range overlap (e.g. percent of overlap between species
range) and further include transects- or quadrats-based esti-
mates of species occurrence and abundance to estimate co-
occurrence and traits variability between sister species at the
local scale.

Speciation in landscapes: accounting for metacommunities dynamics

when studying speciation

Dispersal does not have a linear effect on ecological and evo-
lutionary dynamics and their interactions may lead to differ-
ent effects on speciation (Urban et al. 2008; Desjardins-Proulx
& Gravel 2012b) (Fig. 2). From an ecological perspective,
high dispersal rates enable the persistence of maladapted spe-
cies in unsuitable patches (i.e. mass-effects) and mitigate
extinctions due to demographic stochasticity. Sink populations
will be maintained in patches independently of their ecological
requirements but depending on immigration rates and proxim-
ity to source populations (Mouquet & Loreau 2002; Economo
& Keitt 2008, 2010; Desjardins-Proulx & Gravel 2012a,b; Ai
et al. 2013). This mass-effect may support coexistence of mal-
adapted sink populations, whereas locally adapted source
populations will persist through niche-based mechanisms
(Urban 2006; Urban et al. 2008). From an evolutionary per-
spective, ecological speciation may produce incipient new spe-
cies through niche-based dynamics in source populations.
Source-sink dynamics, however, may foster their persistence
in a nearly neutral model and extend incipient species’ lifespan
longer than expected and blur the impact of landscape
ecological heterogeneity through mass-effects (Ai et al. 2013).
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Gavrilets and Vose (2006) have demonstrated for instance,
that diversity peaks during the early stages of adaptive radia-
tions as a consequence of a higher number of transient species
maintained by mass-effects and the latency of species diversifi-
cation slowdown was proportional to island size. The lack of
explicit incorporation of the effect of community size on spe-
cies lifespan in the first neutral models may partially explain
the lack of fit between empirical and modelling-based esti-
mates of species lifespan in neutral models (Ricklefs 2003).
Also, the distribution of resources in landscapes may influence
source-sink dynamics by regulating the proximity of patches
with varying resources (i.e. spatial autocorrelation of
resources among patches) and as such, their potential connec-
tivity (M€unkem€uller et al. 2011).
Overall, high dispersal rates lead to a scaling up of ecologi-

cal dynamics from the local to the regional scale modifying
the balance between ecological and evolutionary dynamics in
such a way that communities may switch from one metacom-
munity coexistence mechanism to another depending on the
scale of landscapes ecological heterogeneity and species dis-
persal abilities (Logue et al. 2011; Ai et al. 2013). This scaling
up can be expected to affect speciation not only because com-
munities are influenced by different ecological dynamics but
also because ecological and evolutionary dynamics may act
antagonistically. Recent studies have confirmed that species
may be driven by different ecological dynamics in communi-
ties (i.e. species-sorting, mass-effect, trade-offs) depending on
their life history traits and distribution (e.g. 84–85 in Appen-
dix S1). Studying the ecology of speciation should move
beyond the search of functional adaptive shifts related to
resources use during evolutionary divergence and focus jointly
on the impact of landscape (e.g. geometry, connectivity) and
community features (e.g. demographic stochasticity, niche and
life history trade-offs) on the phenomenology of species per-
sistence. Recent developments in landscape genetics (86–89 in
Appendix S1), for instance, may lead the way on how to
integrate metacommunity dynamics when considering the
eco-evolutionary dynamics in populations. Genotyping-based
individual assignments (90–92 in Appendix S1), for instance,
allow identifying an individual’s source population and esti-
mate the relative contribution of auto-recruitment in popula-
tions. This information may be further used to estimate the
importance of mass-effect dynamics on sister-species coexis-
tence in local communities and also identify the ecological
dynamics at play in source populations (i.e. character dis-
placement, trade-offs) and their impact on regional sister-spe-
cies coexistence. Integrating this information across a large
number of species in ecological communities may be expected
to shed a new light on the influence of local ecological dynam-
ics on the opportunities of speciation, the dynamics of persis-
tence of incipient species and stress the conditions of
emergence of evolutionary community assembly in empirical
systems.

Species demography, eco-evolutionary equilibrium dynamics and

timescales

Studies on insular radiations (Losos et al. 1998; Gillespie
2004; Emerson & Gillespie 2008) have shown that evolution-

ary community assembly may happen in short periods of time
and thus provide useful insights into the interactions of eco-
evolutionary dynamics at play during community assembly.
Insular communities, however, represent particular cases of
metacommunities where adaptive radiations, often thought to
have an ecological basis, can happen when immigration rates
are low (evolutionary community assembly in Fig. 2). From a
broader perspective, Davies et al. (2011) have highlighted the
link between species diversity and speciation through popula-
tion demography and demonstrated that demographic sto-
chasticity in metacommunities may account for the imbalance
of phylogenetic trees (i.e. uneven distribution of diversity
across clades). These authors and others (Meli�an et al. 2010;
Davies et al. 2011) have pointed out that, if the probability of
speciation is proportional to population size as expected
under a neutral model, speciation is unevenly distributed
across species according to their population size. As popula-
tion sizes is likely to be influenced by the number of commu-
nities in a metacommunity (i.e. large metacommunities may
sustain higher overall population sizes), metacommunity char-
acteristics thus influence diversification by setting populations
dynamics regionally. Linking diversification rates to demo-
graphic dynamics in evolving communities proved, however,
to be a more difficult task (Meli�an et al. 2010; Davies et al.
2011).
Discrepancies between theoretical eco-evolutionary models

and empirical inferences on diversification likely result from
the time frame needed to achieve ecological equilibrium (i.e.
stationary states where species richness and abundance are
stable through time) and evolutionary equilibrium (i.e. stabil-
ity in speciation and extinction rates leading to constancy in
tree shape). First, tree imbalance and branching times are
affected by different factors occurring at different timescales.
Tree imbalance is influenced by stochastic fluctuations of pop-
ulation size affecting probabilities of speciation differentially
across lineages while branching times result from the fluctuat-
ing balance between speciation and extinction. Second, eco-
logical (i.e. dispersal vs. extinction) and evolutionary (i.e.
speciation vs. extinction) equilibriums are reached along dif-
ferent timescales, a difference that may be expected to impacts
eco-evolutionary dynamics at play in communities fluctuating
towards equilibrium dynamics.
Non-equilibrium eco-evolutionary dynamics are expected,

however, during the earliest stages of community assembly
and both dynamics exercise reciprocal feedbacks that impact
the dynamics towards equilibrium (Ricklefs & Bermingham
2001). Periods of spatial expansion into new patches and
establishment of new communities, for example correspond to
higher dispersal rates impacting evenness of species abun-
dances according to their dispersal abilities and speciation
rates among lineages (Emerson & Gillespie 2008; McPeek
2008). Non-equilibrium dynamics are important because land-
scapes are variable in nature as a consequence of recurrent
perturbations ranging from random climatic events (e.g.
cyclones, tsunamis, El Ni~no) to cyclic perturbations across
evolutionary times (e.g. Pleistocene climatic oscillations) and
exceptional events (e.g. major eustatic changes).
So far, the empirical study of eco-evolutionary metacommu-

nity dynamics has relied mainly on historical inferences based
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on phylogenetic methods. This approach, however, is bridled
by the limits inherent to any historical inference (i.e. old speci-
ation and extinction events might not be traceable using
molecular phylogenies). Comparative methods might not be
the most appropriate approach to understand the feedback of
demographic dynamics on speciation during community
assembly, although, diversity-dependent diversification is fun-
damentally a phylogeny-derived property observed in many
systems. Inferring species’ past demographic trajectories dur-
ing community assembly and relating it to fluctuating diversi-
fication rates through time seems a more suitable approach to
explore the fluctuating impact of demography on speciation
opportunities and incipient species persistence in empirical
systems. Coalescent theory has enabled the development of
analytical tools that are readily available for such inferences
of populations past demographic trajectories (93–96 in Appen-
dix S1). For instance, this approach should enable detecting a
relationship between trends in past demographic trajectories
and inferred diversification rates through comparative meth-
ods. The assembly of large genomic data for a large number
of species has been circumvented by the next generation
sequencing techniques enabling the implementation of com-
munity-wide demographic inferences. In a neutral context, for
instance, earlier speciation events are expected to split sets of
populations of larger sizes compared to the youngest specia-
tion events and descendant species may be expected to exhibit
both distinct molecular polymorphisms, as a consequence of
varying species age and effective population size, and distinct
demographic trajectories. In an adaptive context, niche pack-
ing may be expected to affect past demographic trajectories
but this outcome is likely to depend on the distribution and
relative abundance of the resources, two properties that affect
the carrying capacity of resources and communities. Niche
packing, for instance, may be expected to have led to a reduc-
tion in population size through time for the earliest species
that formed in the communities as a consequence of increased
competitive interactions and fine partitioning of resources use.
Demographic dynamics, however, have been rarely taken into
account in empirical studies of diversification (Phillimore &
Price 2008; Davies et al. 2011) despite the emphasis on its
importance by recent theoretical studies (Meli�an et al. 2010;
Davies et al. 2011).

CONCLUDING REMARKS

The rise of metacommunity theory has led to a major
improvement of our understanding of not only the mecha-
nisms that enable the maintenance of diversity but perhaps
more importantly, the mechanisms that increase diversity in
communities (see for example Vellend 2010). Speciation and
subsequent diversification are integrative processes that occur
under given ecological conditions enabling not only the emer-
gence of diversity but also its maintenance through time in
communities. Ecological and evolutionary dynamics at play in
communities are intricate and driven by nonlinear relation-
ships at different spatial and temporal scales that further
impact the mechanisms of species diversification. As such, the
paradigms of the metacommunity theory and related specia-
tion models have led to a more integrated appraisal of specia-

tion either from an ecological perspective regarding its origin
or its influence on the dynamics of community assembly.
Recent integrative studies at the crossroads between macro-
evolution and metacommunity ecology provide opportunities
for a comprehensive answer to some of the oldest questions in
ecology and evolution such as on the origin of species, pheno-
typic divergence and species richness in landscapes. The com-
bined development of new paradigms, mathematical models
and integrative empirical studies already emphasises the bene-
fit of using integrative eco-evolutionary frameworks to study
the origin of diversity and we hope that our effort to synthes-
ise the recent developments in this will make this approach
more explicit and encourage new developments.

ACKNOWLEDGEMENTS

N.H., N.M. and V.C. have been funded by the IRD, CNRS
and INRA respectively. R.S.E. thanks the Netherlands Orga-
nization for Scientific Research (NWO) for financial support
through VIDI and VICI grants. We thank our anonymous
reviewers for their thoughtful comments. This publication has
ISEM number 2015-083.

REFERENCES

de Aguiar, M.A.M., Baranger, M., Baptestini, E.M., Kaufman, L. & Bar-

Yam, Y. (2009). Global patterns of speciation and diversity. Nature,

460, 384–388.
Ai, S., Gravel, D., Chu, C. & Wang, G. (2013). Spatial structures of the

environment and of dispersal impact species distribution in competitive

metacommunities. PLoSONE, 8, e68927.

Alonso, D., Etienne, R.S. & McKane, A.J. (2006). The merits of neutral

theory. Trends Ecol. Evol., 21, 451–457.
Beardmore, R.E., Gudelj, I., Lipson, D.A. & Hurst, L.D. (2011).

Metabolic trade-offs and the maintenance of the fittest and the flattest.

Nature, 472, 342–346.
Bonsall, M.B., Jansen, V.A.A. & Hassell, M.P. (2004). Life history trade-

offs assemble ecological guilds. Science, 306, 111–114.
Calcagno, V., Mouquet, N., Jarne, P. & David, P. (2006). Coexistence in

a metacommunity: the competition-colonization trade-off is not dead.

Ecol. Lett., 9, 897–907.
Carlson, R.L., Wainwright, P.C. & Near, T.J. (2009). Relationship

between species co-occurence and rate of morphological change in

Percina darters (Percidae: Etheostomatinae). Evolution, 63, 767–778.
Chase, J.M. & Leibold, M. (2003). Ecological Niches Linking Classical

and Contemporary Approaches. University of Chicago Press, Chicago.

Chave, J., Muller-Landrau, H.C. & Levin, S.A. (2002). Comparing

classical community models: theoritical consequences for patterns of

diversity. Am. Nat., 159, 1–23.
Cornell, H.V. (2013). Is regional species diversity bounded or unbounded?

Biol. Rev., 88, 140–165.
Cornwell, W.K., Schwilk, D.W. & Ackerly, D.D. (2006). A trait-based

test for habitat filtering: convex hull volume. Ecology, 87, 1465–
1471.

Coyne, J.A. & Orr, H.A. (2004). Speciation. Sinaeur, Sunderland, MA.

Davies, T.J., Allen, A.P., Borda-de-�Agua, L., Regetz, J. & Meli�an, C.J.
(2011). Neutral biodiversity theory can explain the imbalance of

phylogenetic trees but not the tempo of their diversification. Evolution,

65, 1841–1850.
Desjardins-Proulx, P. & Gravel, D. (2012a). How likely is speciation in

neutral ecology ? Am. Nat., 179, 137–144.
Desjardins-Proulx, P. & Gravel, D. (2012b). A complex speciation-

richness relationship in a simple neutral model. Ecol. Evol., 2, 1781–
1790.

© 2015 John Wiley & Sons Ltd/CNRS

16 N. Hubert et al. Review and Synthesis



Dieckmann, U. & Doebeli, M. (1999). On the origin of species by

sympatric speciation. Nature, 400, 354–357.
Dieckmann, U., Doebeli, M., Metz, J.A.J. & Tautz, D. (2004). Adaptive

Speciation. Cambridge University Press, Cambridge.

Dobzhansky, T. (1950). Evolution in the tropics. Am. Sci., 38, 209–221.
Economo, E.P. & Keitt, T.H. (2008). Species diversity in neutral

metacommunities: a network approach. Ecol. Lett., 11, 52–62.
Economo, E.P. & Keitt, T.H. (2010). Network isolation and local

diversity in neutral metacommunities. Oikos, 119, 1355–1363.
Emerson, B.C. & Gillespie, R.G. (2008). Phylogenetic analysis of

community assembly and structure over space and time. Trends Ecol.

Evol., 23, 519–530.
Etienne, R.S. & Haegeman, B. (2012). A conceptual and statistical

framework for adaptive radiations with a key role for diversity-

dependence. Am. Nat., 180, E75–89.
Etienne, R.S. & Rosindell, J. (2012). Prolonging the past counteracts the

pull of the present: protracted speciation can explain observed

slowdowns in diversification. Syst. Biol., 61, 204–213.
Etienne, R.S., Apol, M.E.F., Olf, H. & Weissing, F.J. (2007). Modes of

speciation and the neutral theory of biodiversity. Oikos, 116, 241–258.
Fischer, A.G. (1960). Latitudinal variations in organic diversity.

Evolution, 14, 64–81.
Gavrilets, S. (2004). Fitness Landscapes and the Origin of Species.

Princeton University Press, Princeton.

Gavrilets, S. & Losos, J.B. (2009). Adaptive radiation: contrasting theory

with data. Science, 323, 732–737.
Gavrilets, S. & Vose, A. (2006). Dynamic patterns of adaptative

radiation. Proc. Natl Acad. Sci. USA, 102, 18040–18045.
Gavrilets, S. & Vose, A. (2007). Case studies and mathematical models of

ecological speciation. 2: palms on an oceanic island. Mol. Ecol., 16,

2910–2921.
Gillespie, R. (2004). Community assembly through adaptive radiation in

Hawaiian spiders. Science, 303, 356–359.
Gotelli, N. (1991). Metapopulation models: the rescue effect, the

propagule rain, and the core-satellite hypothesis. Am. Nat., 138, 768–
776.

Gudelj, I., Beardmore, R.E., Arkin, S.S. & MacLean, R.C. (2007).

Constraints on microbial metabolism drive evolutionary diversification

in homogeneous environments. J. Evol. Biol., 20, 1882–1889.
Hanski, I. (1982). Dynamics of regional distribution: the core and satellite

species hypothesis. Oikos, 38, 210–221.
Hastings, A. (1980). Disturbance, coexistence, history and the competition

for space. Theor. Popul. Biol., 18, 363–373.
Hoelzer, G., Drewes, R., Meier, J. & Doursat, R. (2008). Isolation-by-

distance and outbreeding depression are sufficient to drive parapatric

speciation in the absence of environmental influences. PLoS Comput.

Biol., 4, e1000126.

Hubbell, S.P. (1979). Tree dispersion, abundance, and diversity in a

tropical dry forest. Science, 203, 1299–1309.
Hubbell, S.P. (2001). The Unified Neutral Theory of Biodiversity and

Biogeography. Princeton University Press, Princeton.

Hubert, N., Paradis, E., Bruggemann, J.H. & Planes, S. (2011).

Community assembly and diversification in Indo-Pacific coral reef

fishes. Ecol. Evol., 1, 229–250.
Hutchinson, G.E. (1959). Homage to Santa Rosalia, or why there so

many kinds of animals. Am. Nat., 93, 145–159.
Jansen, V.A.A. & Mulder, G.S.E.E. (1999). Evolving biodiversity. Ecol.

Lett., 2, 379–386.
Kimura, M. (1983). The Neutral Theory of Molecular Evolution.

Cambridge University Press, Cambridge.

Kisel, Y., McInnes, L., Toomey, N.H. & Orme, C.D.L. (2011). How

diversification rates and diversity limits combine to create large-scale

species-area relationships. Philosophical Transactions of the Royal

Society B-Biological Sciences, 366, 2514–2525.
Kraft, N.J., Cornwell, W.K., Webb, C.O. & Ackerly, D.D. (2007). Trait

evolution, community assembly, and the phylogenetic structure of

ecological communities. Am. Nat., 170, 271–283.

Leibold, M.A. (1998). Similarity and local co-existence of species in

regional biotas. Evol. Ecol., 12, 95–110.
Leibold, M.A., Holyoak, M., Mouquet, N., Amarasekare, P., Chase,

J.M., Hoopes, M.F. et al. (2004). The metacommunity concept: a

framework for multi-scale community ecology. Ecol. Lett., 7, 601–613.
Leibold, M.A., Economo, E.P. & Peres-Neto, P. (2010). Metacommunity

phylogenetics: separating the roles of environmental filters and

historical biogeography. Ecol. Lett., 13, 1290–1299.
Levins, R. & Culver, D. (1971). Regional coexistence of species and

competition between rare species. Proc. Natl Acad. Sci. USA, 68, 1246–
1248.

Logue, J.B., Mouquet, N., Hannes, P. & Hillebrand, H. and T. m. w.

group. 2011. Empirical approaches to metacommunities: a review

and comparison with theory. Trends in Ecology and Evolition 26:482–
491.

Losos, J.B., Jackman, T.R., Larson, A., De Queiroz, K. & Rodriguez-

Schettino, L. (1998). Contingency and determinism in replicated

adaptative radiations of island lizards. Science, 279, 2115–2118.
Mac Arthur, R.H. & Levins, R. (1967). The limiting similarity,

convergence, and divergence of coexisting species. Am. Nat., 101, 377–
387.

Mac Arthur, R.H. & Wilson, E.O. (1967). The Theory of Island

Biogeography. Princeton University Press, Princeton, NJ.

McInnes, L., Baker, W.J., Barraclough, T.G., Dasmahapatra, K.K.,

Goswami, A., Harmon, L.J. et al. (2011). Integrating ecology into

macroevolutionary research. Biol. Lett., 7, 644–646.
McPeek, M.A. (1996). Linking local species interactions to rates of

speciation in communities. Ecology, 77, 1355–1366.
McPeek, M.A. (2008). The ecological dynamics of clade diversification

and community assembly. Am. Nat., 172, e270–e284.
Meli�an, C.J., Alonso, D., Vazquez, D.P., Regetz, J. & Allesina, S. (2010).

Frequency-dependent selection predicts patterns of radiations and

biodiversity. PLoS Comput. Biol., 6, e1000892.

Morlon, H. (2014). Phylogenetic approaches for studying diversification.

Ecol. Lett., 17, 508–525.
Mouquet, N. & Loreau, M. (2002). Coexistence in metacommunities: the

regional similarity hypothesis. Am. Nat., 159, 420–426.
Mouquet, N., Mulder, G.S.E.E., Jansen, V.A.A. & Loreau, M. (2001).

The properties of competitive communities with coupled local and

regional dynamics. In: Dispersal (eds Clobert, J., Danchin, E., Dhondt,

A.A. & Nichols, J.D.). Oxford University Press, Oxford, UK, pp. 311–
326.

Mouquet, N., Devictor, V., Meynard, C.N., Munoz, F., Bersier, L.-F. &

Chave, J., et al. (2012). Ecophylogenetics: advances and perspectives.

Biol. Rev., 87, 769–785.
M€unkem€uller, T., de Bello, F., Meynard, C.N., Gravel, D., Lavergne, S.,

Mouillot, D. et al. (2011). From diversity indices to community

assembly processes: a test with simulated data. Ecography, 34, 001–013.
Nosil, P. (2012). Ecological Speciation. Oxford University Press, Oxford.

Paradis, E. (2011). Time-dependent speciation and extinction from

phylogenies: a least squares approach. Evolution, 65, 661–672.
Phillimore, A.B. & Price, T.D. (2008). Density-dependent cladogenesis in

birds. Plos Biology, 6, 0483–0489.
Pianka, E.R. (1976). Competition and niche theory. In: Theoritical

Ecology, Principles and Applications (ed. May, R.E.). Saunders,

Philadelphia, pp. 114–141.
Pigot, A.L., Owens, I.P.F. & Orme, C.D.L. (2010a). The environmental

limits to geographic range expansion in birds. Ecol. Lett., 13, 705–715.
Pigot, A.L., Phillimore, A.B., Owens, I.P.F. & Orme, C.D.L. (2010b). The

shape and temporal dynamics of phylogenetic trees arising from

geographic speciation. Syst. Biol., 59, 660–673.
Pillai, P. & Guichard, F. (2012). Competition-Colonization trade-offs,

competitive uncertainty, and the evolutionary assembly of species.

PLoSONE, 7, e33566.

Rabosky, D.L. (2009). Ecological limits and diversification rate:

alternative paradigms to explain the variation in species richness among

clades and regions. Ecol. Lett., 12, 735–743.

© 2015 John Wiley & Sons Ltd/CNRS

Review and Synthesis Speciation in metacommunities 17



Rabosky, D.L. & Lovette, I.J. (2008). Explosive evolutionary radiations:

decreasing speciation or increasing extinction through time? Evolution,

62, 1866–1875.
Rabosky, D.L., Slater, G.J. & Alfaro, M.E. (2012). Clade age and species

richness are decoupled across the eukaryotic tree of life. PLoS Biol., 10,

e1001381.

Ricklefs, R.E. (1987). Community diversity: relative roles of local and

regional processes. Science, 235, 167–171.
Ricklefs, R.E. (2003). A comment on Hubbell’s zero-sum ecological drift

model. Oikos, 100, 185–192.
Ricklefs, R.E. (2007). Estimating diversification rates from phylogenetic

information. Trends Ecol. Evol., 22, 601–610.
Ricklefs, R.E. & Bermingham, E. (2001). Nonequilibrium diversity

dynamics of the lesser Antillean avifauna. Science, 294, 1522–1524.
Rosindell, J. & Phillimore, A.B. (2011). A unified model of island

biogeography sheds light on the zone of radiation. Ecol. Lett., 14, 552–
560.

Rosindell, J., Cornell, S.J., Hubbell, S.P. & Rampal, S.E. (2010).

Protracted speciation revitalizes the neutral theory of biodiversity. Ecol.

Lett., 13, 716–727.
Sale, P.F. (1977). Maintenance of high diversity in coral reef fish

communities. Am. Nat., 111, 337–359.
Schemske, D.W. & Bradshaw, H.D. Jr (1999). Pollinator preference and

the evolution of floral traits in monkey flowers (Mimulus). Proc. Natl

Acad. Sci. USA, 96, 11910–11915.
Schluter, D. (1998). Ecological causes of speciation. In: Endless Forms:

Species and Speciation (eds Howard, D.J. & Berlocher, S.H.). Oxford

University Press, Oxford, pp. 114–129.
Schluter, D. (2000a). Ecological causes of adaptative radiation. Am. Nat.,

148, 40–64.
Schluter, D. (2000b). Ecological character displacement in adaptive

radiation. Am. Nat., 156, S4–S16.
Schluter, D. (2001). Ecology and the origin of species. Trends Ecol. Evol.,

16, 372–380.
Schluter, D. (2009). Evidence for ecological speciation and its alternative.

Science, 323, 737–741.
Schmida, A. & Ellner, S. (1984). Coexistence of plant species with similar

niches. Vegetation, 58, 29–55.
Schoener, T.W. (1974). Resource partitioning in ecological communities.

Science, 185, 27–39.
Stebbins, G.L. (1974). Flowering Plants: Evolution above the Species Level.

Belknap Press, Cambridge.

Stubbs, W.J. & Wilson, J.B. (2004). Evidence for limiting similarity in a

sand dune community. J. Ecol., 92, 557–567.
Tilman, D. (1994). Competition and biodiversity in spatially structure

habitats. Ecology, 75, 2–16.

Turelli, M., Barton, N.H. & Coyne, J.A. (2001). Theory and speciation.

Trends Ecol. Evol., 16, 330–343.
Urban, M.C. (2006). Maladaptation and mass-effects in a

metacommunity: consequences for species coexistence. Am. Nat., 168,

28–40.
Urban, M.C., Leibold, M.A., Amarasekare, P., De Meester, L.,

Gomulkiewicz, R. & Hochberg, M.E., et al. (2008). The evolutionary

ecology of metacommunities. Trends Ecol. Evol., 23, 311–317.
Vamosi, S.M., Heard, B., Vamosi, J.C. & Webb, C.O. (2009). Emerging

patterns in the comparative analysis of phylogenetic community

structure. Mol. Ecol., 18, 572–592.
Vellend, M. (2005). Species diversity and genetic diversity: parallel

processes and correlated patterns. Am. Nat., 166, 199–215.
Vellend, M. (2010). Conceptual synthesis in community ecology. Q. Rev.

Biol., 85, 183–206.
Vellend, M. & Geber, M.A. (2005). Connections between species diversity

and genetic diversity. Ecol. Lett., 8, 767–781.
Webb, C.O. (2000). Exploring the phylogenetic structure of ecological

communities: an example for rain forest trees. Am. Nat., 156, 146–
155.

Webb, C.O., Ackerly, D.D., McPeek, M.A. & Donoghue, M.J. (2002).

Phylogenies and community ecology. Annu. Rev. Ecol. Syst., 33, 475–
505.

Wiens, J.J. & Donoghue, M.J. (2004). Historical biogeography, ecology

and species richness. Trends Ecol. Evol., 19, 639–644.
Yawata, Y., Cordero, O.X., Menolascina, F., Hehemann, J.-H., Polz,

M.F. & Stocker, R. (2014). Competition-dispersal tradeoff ecologically

differentiates recently speciated marine bacterioplankton populations.

Proc. Natl Acad. Sci. USA, 111, 5622–5627.
Yu, D.W. & Wilson, H.B. (2001). The competition-colonization trade-off

is dead: long live the competition-colonization trade-off. Am. Nat., 158,

49–63.

SUPPORTING INFORMATION

Additional Supporting Information may be downloaded via
the online version of this article at Wiley Online Library
(www.ecologyletters.com).

Editor, Luke Harmon
Manuscript received 17 February 2015
First decision made 31 March 2015
Manuscript accepted 30 April 2015

18 N. Hubert et al. Review and Synthesis

© 2015 John Wiley & Sons Ltd/CNRS


