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Habitat dynamics interacting with species dispersal abilities could generate gradients 
in species diversity and prevalence of species traits when the latter are associated with 
species dispersal potential. Using a process-based model of diversification constrained 
by a dispersal parameter, we simulated the interplay between reef habitat dynamics 
during the past 140 million years and dispersal, shaping lineage diversification history 
and assemblage composition globally. The emerging patterns from the simulations 
were compared to current prevalence of species traits related to dispersal for 6315 
tropical reef fish species. We found a significant spatial congruence between the 
prevalence of simulated low dispersal values and areas with a large proportion of species 
characterized by small adult body size, narrow home range mobility behaviour, pelagic 
larval duration shorter than 21 days and diurnal activity. Species characterized by such 
traits were found predominantly in the Indo-Australian Archipelago and the Caribbean 
Sea. Furthermore, the frequency distribution of the dispersal parameter was found to 
match empirical distributions for body size, PLD and home range mobility behaviour. 
Also, the dispersal parameter in the simulations was associated to diversification rates 
and resulted in trait frequency matching empirical distributions. Overall, our findings 
suggest that past habitat dynamics, in conjunction with dispersal processes, influenced 
diversification in tropical reef fishes, which may explain the present-day geography of 
species traits.
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Introduction

Specific regions of the globe host a disproportionally large 
fraction of extant biodiversity. Many hypotheses have been 
proposed to explain the global imbalance in species rich-
ness along latitude (Mittelbach  et  al. 2007), continents 
or oceans (Qian and Ricklefs 2000, Renema  et  al. 2008, 
Couvreur  et  al. 2015). Biogeographic hypotheses assume 
that paleoenvironmental dynamics shaped current diversity 
patterns (Fine 2015) through the interactions with species 
ecological characteristics (Givnish  et  al. 2014). During the 
last ~100 million years, when many extant clades diversified, 
the continents and ocean basins position, topography and cli-
matic conditions changed, influencing biodiversity dynam-
ics (Leprieur et al. 2016, Chalmandrier et al. 2018, Rolland 
and Condamine 2019). Some regions, typically those at high 
latitude (Dynesius and Jansson 2000) or across different 
continents or marine basins (Pellissier et al. 2014), suffered 
larger environmental changes, while others were more stable, 
thereby shaping speciation and extinction rates (Weir and 
Schluter 2007). For example, Leprieur et al. (2016) showed 
how the dynamics of shallow reefs influenced the diversifica-
tion of tropical marine organisms in space and time. However, 
while research has largely focused on gradients in species rich-
ness (Mittlebach et al. 2007), biodiversity also integrates trait 
or phylogenetic diversity components in assemblages, which 
are not always spatially congruent (Devictor et al. 2010). The 
drivers underlying the global variation in species trait com-
position within assemblages are only starting to be explored 
and may not always correspond to those of species richness 
(Blonder et al. 2018). Therefore, there is growing interest to 
assess whether processes that have shaped species richness 
have also influenced the spatial distribution of species traits.

The mechanisms explaining the emergence of geographic 
contrasts in species richness may also lead to spatial gradi-
ents in species trait prevalence within assemblages. Such 
mechanisms can be associated with the processes of spe-
ciation and extinction modulated by dispersal (Chown 
and Gaston 2000, Ricklefs 2006). In particular, the traits 
enabling dispersal influence 1) speciation, through the 
modulation of gene flow; 2) extinction, through the abil-
ity to access a new suitable patch during a phase of strong 
habitat dynamics; and 3) the colonisation of newly created 
distant habitats. Limited dispersal ability in animal and 
plants resulting from a combination of traits is thought to 
prevent the persistence of gene flow among populations 
(Loveless and Hamrick 1984, Bradbury et al. 2008, Huyghe 
and Kochzius 2017) and ultimately lead to speciation (Kisel 
and Barraclough 2010, Riginos 2014, Tedesco et al. 2017). 
Further, to survive over geological time, populations facing 
important environmental changes need not only a connected 
network of habitats, but also a sufficient dispersal ability to 
track shifting suitable habitats through time (Cowen and 
Sponaugle 2009, Almany  et  al. 2017). Lastly, when new 
remote habitats are made available, such as oceanic islands 
(Cowie and Holland 2006), high dispersal facilitates their 

colonisation (Luiz et al. 2013, Alzate et al. 2019a). Due to 
these processes, species-poor areas that have been historically 
disturbed or isolated for a long time should display a higher 
proportion of species with high dispersal ability (Stier et al. 
2014, Ottimofiore et al. 2017). In contrast, species-rich areas 
with stable and connected habitats should display a higher 
proportion of species with traits associated with low dispersal 
ability (Mora and Robertson 2005, Ottimofiore et al. 2017). 
While similar mechanisms responsible for species richness 
could explain global trait patterns (Loreau et al. 2001), this 
association remains to be quantified at large spatial scales.

Evaluating whether there is a link between species traits 
related to dispersal, diversification and species richness gradi-
ents is a methodological challenge. The association between 
species traits and clade diversity has mostly been documented 
using non-spatial phylogenetic approaches (Magallón and 
Sanderson 2001, FitzJohn et al. 2009, Morlon et al. 2016, 
Tedesco  et  al. 2017) and generally restricted by the abil-
ity to integrate substantial historical information due to 
the lack of phylogenetic tree resolution linked to the pau-
city of the fossil record, especially in the marine realm. 
Moreover, in marine fishes, a variety of adult and larval traits 
are expected to reflect dispersal ability, thereby influencing 
gene flow, speciation and as a consequence species richness 
(Table 1), but those associations remain to be evaluated. 
In particular, it is generally accepted that the pelagic larval 
phase favours, dispersal among populations over long dis-
tances (Cowen and Sponaugle 2009), and that the Pelagic 
Larval Duration (hereafter ‘PLD’) trait can determine the 
rate of speciation (Mora et al. 2003) Additional traits, such 
as those related to the adult stage (e.g. home range mobil-
ity behaviour and adult body size among others) may also 
be associated with dispersal and geographic range expansion 
(Luiz et al. 2012, 2013, Alzate et al. 2019a). Although dis-
persal is a spatial process, the study of species diversification 
rarely considers external constraints that may vary among 
regions, such as dispersal dynamics through geological time 
(Pellissier et al. 2017). While ancestral range reconstruction 
models such as BioGeoBEARS (Matzke et al. 2013) provide 
significant insight to the historical biogeography of clades 
(Toussaint et al. 2017, Klaus and Matzke 2019), those models 
can only take into account a limited number of regions, and 
hence partially represent the complexity of habitat dynamics 
over geological time. An alternative to this limitation would 
be to simulate the evolution of species ranges constrained by 
past habitat dynamics and a parameter of dispersal ability 
(Leprieur et al. 2016, Descombes et al. 2018, Rangel et al. 
2018). Outcomes based on such a framework would provide 
valuable insights on how dispersal processes have shaped the 
current biogeographic distribution of species traits possibly 
linked to dispersal.

Pattern-oriented modelling aims to determine parsimo-
nious eco-evolutionary mechanisms governing the behav-
iour of a system and to explore how emerging patterns 
match observations (Grimm  et  al. 2005). Such modelling 
approach relies on the development of a structurally logical 
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and parsimonious process-based model that captures the bot-
tom-level mechanisms of a system acting on a defined agent 
(Grimm and Railsback 2012). In the context of biodiversity, 
the agents are the species, the bottom-level mechanisms may 
include speciation, dispersal and extinction (Gotelli  et  al. 
2009, Descombes et al. 2018), while the emerging patterns 
are, for example, species diversity gradients, geographical 
range size (Alzate et al. 2019b) or the prevalence of traits in 
species assemblages. Spatial mechanistic models can simulta-
neously reproduce patterns of species diversity and diversi-
fication rates (Leprieur et al. 2016, Rangel et al. 2018), but 
require the integration of paleo-environmental reconstruc-
tion (Leprieur et al. 2016, Rangel et al. 2018). The advan-
tage of a spatial approach for studying diversification over 
a traditional phylogenetic one is that the influence of past 
habitat dynamics on species dispersal, and hence on species 
diversification, is considered explicitly (Gotelli  et  al. 2009, 
Descombes  et  al. 2018). As an alternative to phylogenetic 
approaches, spatial simulations can provide a process-based 

understanding of how dispersal might influence species 
diversification and, in turn, large-scale biodiversity and eco-
logical gradients. However, to date, the understanding of 
whether past habitat dynamics left an imprint on the cur-
rent distribution of species traits related to dispersal remains 
elusive.

In this study, we use a mechanistic model of diversifica-
tion constrained by dispersal and paleo-habitat dynamics 
(SPLIT, see Leprieur et al. 2016, Descombes et al. 2018) to 
evaluate the link between historical habitat dynamics, dis-
persal and the distribution of species traits in tropical reef 
fishes globally. We compared simulated to observed patterns 
of trait prevalence for species traits that are expected to be 
related to dispersal ability in tropical reef fishes (Table 1), 
namely adult body size, home range mobility behaviour, 
PLD, schooling and circadian activity. We expect a spatial 
correspondence between simulations run with low values 
of the dispersal parameter and the geographic prevalence 
of small-bodied species with narrower home range mobility 

Table 1. Ecological traits and their possible association with dispersal and habitat dynamics. Dispersal includes multiple range-shift 
processes, such as emigration, movement and settlement (Travis et al. 2012). We explored five traits that we hypothesise to be linked to 
dispersal as documented here below.

Trait Description Range-shift processes and relationship with dispersal Relationship to habitat dynamics

Adult body size Total length (cm) Adult body size is negatively related to predation risk and 
positively related to competitive ability, ecological 
generality as well as enhanced survival and growth of 
rafting juveniles (e.g. juveniles of large species tend to 
grow faster and be larger). All aspects which favour 
settlement success in new suitable habitats, including 
flotsam (Munday et al. 1998, Luiz et al. 2012, 2013, 
2015, Feary 2014).

Adult body size is expected to 
facilitate the ability to track suitable 
habitats. Thus, larger-bodied 
species should be found in higher 
proportion in distant and less stable 
reef habitats (Luiz et al. 2012, 
2013, 2015, Stier et al. 2014, 
Barneche et al. 2019).

Home range Mobility behaviour A highly mobile home range behaviour indicates broad 
habitat use and is positively related to ecological 
generality, favouring dispersal and settlement in a broad 
range of suitable habitats (Stobutzki and Bellwood 1997, 
Luiz et al. 2013, Alzate et al. 2019a). 

A wide home range is expected to 
enhance species ability to track 
suitable habitats. Species moving 
between reefs in short time period, 
should be found in higher 
proportion in distant and less stable 
locations (Nash et al. 2015).

PLD Pelagic Larval 
Duration (days)

PLD indicates the duration to which larvae are exposed to 
currents. Longer PLDs imply a longer period of 
movement after emigration, increasing chances of 
colonization of remote and isolated reefs (Stier et al. 
2014). Positive relationships were found between PLD 
and dispersal distances (Shanks et al. 2003, Siegel et al. 
2003, Bradbury et al. 2008). 

Species with long PLD are expected 
to be present in higher proportion 
in distant and less stable habitats. 
(Stier et al. 2014).

Activity Circadian activity Nocturnal activity emerged as a primary determinant of 
successful geographic range extension (McCauley et al. 
2012, Luiz et al. 2013). Morphological and behavioural 
features associated with nocturnal activity were found to 
be consistent with reduced predation risk (Helfman 1993) 
favouring population establishment and persistence. 
By reducing the exposure to predators, nocturnal activity 
could favour chances of propagule establishment in novel 
areas (Hobson and Chess 1978, Helfman 1993).

Nocturnal activity is expected to be 
present in higher proportion in 
novel suitable reef areas (Luiz et al. 
2013).

Schooling School size Benefits from schooling include reduction of predation risk 
(Pitcher et al. 1993), increased mating and resource 
accessibilities (Cushing et al. 1968, Robertson et al. 
1976), and provides hydrodynamical advantages 
(Weihs 1973). Altogether such factors could favour 
dispersal in newly colonised areas (Luiz et al. 2013).

Large schooling is expected to be 
present in higher proportion in 
distant and newly colonised reef 
areas (Luiz et al. 2013).
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behaviour, shortest PLD, of diurnal activity and not engaging 
in large schools. Further, we expect a greater proportion of 
small-bodied species to be found in the less isolated reef habi-
tats such as those of the Indo-Australian Archipelago and the 
Caribbean regions (Stier et al. 2014, Barneche et al. 2019). 
Conversely, we expect that simulations run with high values 
of the dispersal parameter should correspond to those species 
characterized by larger adult body sizes, highly mobile home 
range behaviour, longer PLD, rather nocturnal and engaging 
in larger and cohesive schools. The correspondence between 
the simulations and empirical patterns would support a link 
between historical habitat dynamics, dispersal abilities, spe-
cies diversification and the spatial gradient in species diversity 
and trait prevalence.

Material and methods

Reconstruction of the ancient marine environment

Spatial process-based models of diversification require 
paleo-habitat reconstructions covering long time periods 
(Descombes et al. 2018). Plate reconstructions were carried 
out using an absolute plate motion model based on marine 
magnetic anomalies and fracture zone tracks in the crust of 
today’s ocean basins (Müller et al. 2008). We generated syn-
thetic paleo-topographic models with a 1° resolution for the 
past 140 My, for each My until the present, by combining 
oceanic paleo-bathymetry grids derived from paleo-oceanic 
crustal age grids with paleo-geographic data on continents 
and volcanic islands (Clouard et al. 2005). In addition, we 
combined these maps with coastline positions to obtain 
coastal tropical habitat with a shallow sea floor suitable for 
tropical reef fish establishment. To constrain tropical habi-
tats, we computed the 95th percentile of the paleo-latitude 
at which corals were living to calculate the latitudinal border 
of tropical oceans across time. By combining reconstructed 
shelf areas with tropical limits, we generated one map per 
My. Grid cells were defined as habitat that is either suit-
able or unsuitable for tropical reef fish species: we assumed 
that suitable habitats lie within the tropical borders and 
between 0 and 200 m depth from the ocean’s surface.

A process-based model of speciation, extinction 
and dispersal

The simulations from the different sub-models over a static 
or dynamic landscapes produce – independently from the 
biological data – emerging patterns. Through the compari-
son with empirical patterns, models can be evaluated in their 
ability to reproduce empirical patterns (Grimm and Railsback 
2012). We used a spatial diversification model (SPLIT) that 
provides a parsimonious mechanistic expectation linking past 
habitat dynamics to speciation and extinction via dispersal. 
The method is described fully in Descombes et al. (2018). At 
any single point in space (i.e. a habitat grid cell), the model 
reports the distribution of every species, as well as their 

genealogies. The modelling unit is the species range (i.e. the 
habitat grid cell), which is defined as a grid of either presence 
(1) or absence (0) of a species. Three main mechanisms, i.e. 
speciation, dispersal and extinction, characterise the model 
(see Descombes et al. 2018: Fig. 1, Supplementary material 
Appendix 1 Fig. A1, A2) and occur within each time step. The 
model starts with an ancestral species occupying a continuous 
range of 1° resolution cells in the early Cretaceous (~140 Myr 
ago). In the SPLIT model, the only process driving the split of 
lineages is the succession of disconnection and reconnection 
of habitat patches. A species becomes extinct if all suitable 
cells inhabited by the species at time t disappear at time 
t + 1, with no colonisation possibilities. Therefore, the model 
also provides spatially explicit predictions of habitat-driven 
extinction rates.

The result of a given simulation run is determined by 
one parameter of dispersal d. At each time step within a 
simulation, species disperse according to this parameter d. 
Species at time step t are allowed to disperse to all habitat 
cells at time step t + 1 that are distant by a value less than d. 
The value of d determines a dispersal kernel, implemented 
as a Weibull distribution that accounts for a degree of vari-
ability in effective dispersal. The Weibull distribution repro-
duces a shape of dispersal kernel characterised by more short 
dispersal events, rather than long events, matching empirical 
observations (Kinlan et al. 2005). New species occur when 
the species range is split into at least two distinct areas sepa-
rated by a sea distance ds (speciation distance). We assumed 
a cubic relationship between ds and d because higher disper-
sal abilities require a larger distance to attenuate gene flow 
sufficiently to promote speciation, and thus ds > d. We ran a 
set of simulations starting with a minimum dispersal value, 
where each species is able to colonise each adjacent cell, and 
ending with the value of d for which all the extant habitats, 
including the most remote Pacific islands, have been colo-
nised (d ∈ [1.75°: 5.45°]). By stacking the outputs of the 
different simulations, we obtained an expected assemblage 
structure from a range of dispersal abilities. The predicted 
assemblages are fully independent from fish species richness 
and trait data. Expectations from simulations can be com-
pared to empirical patterns in particular spatial diversity 
gradients and geographic prevalence of ecological traits. To 
evaluate the emerging mechanistic link between dispersal and 
diversification rates in the model, we computed the simu-
lated diversification rates for low dispersal (d below the 10th 
percentile of the dispersal parameters) and high dispersal 
(d above the 90th percentile of the dispersal parameters) 
simulations.

Species distribution data

The species distribution data set included global-scale 
distribution along with life-history and ecological trait 
information on tropical reef fish species, gathered from 
the General Approach to Species Abundance Relationships 
(GASPAR) database (Kulbicki et al. 2013, Parravicini et al. 
2013), FishBase and Luiz  et  al. (2013) for the PLD 
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information. We obtained information on presence/absence 
for 6316 reef fishes in grid cells of 5 × 5°, corresponding to 
circa 555 × 555 km at the Equator (see Parravicini et al. 2013, 
Leprieur  et  al. 2016 for more details). From this species 
occurrence database, we mapped the prevalence of five species 
traits (see below) to investigate their spatial distribution 
patterns globally.

Species traits data

We considered the following traits possibly related to dispersal 
abilities in tropical reef fishes (Table 1): 1) adult body size, 
measured as the maximal Total Length (TL) in centimetres; 

2) home range mobility behaviour, coded as sedentary or ter-
ritorial (both considered as ‘narrow home range’) and mobile 
or highly mobile between reefs (both considered as ‘wide 
home range’) (Chapman and Kramer 2000), 3) the Pelagic 
Larval Duration (PLD), measured in days gathered from 
Luiz  et  al. (2013). We reported the results with three sets 
of PLD data, which we hereafter refer as ‘raw’, ‘median’ and 
‘resampled’. We reported the ‘raw’ PLD results when con-
sidering the values of Luiz et al. (2013) alone (n = 571); for 
species with missing PLD information, we estimated it by cal-
culating the median PLD value at the genus level (‘median’) 
(n = 2908), and by drawing the value randomly within the 
known range of PLD in the genus (‘resampled’) (n = 2908), 

Figure 1. Global distribution maps for tropical reef fishes showing proportions of species richness for (a) low-dispersal parameter simula-
tions (b) observed dispersal-related traits and (c) congruence zones between (a) and (b). The observed dispersal-related traits mapped are: 
smallest adult body sizes (left), sedentary or territorial behaviour (centre) and PLD shorter than three weeks (right). Congruence maps show 
overlapping zones (matching cells) between the highest proportions of low-dispersal parameter simulations and low-dispersal-related trait 
observations, for 30% (orange) and 50% (yellow) thresholds of hotspot congruence.
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4) circadian activity, coded as ‘diurnal’ and ‘nocturnal’ and 
5) schooling behaviour was coded as solitary, pairing, small 
(3–20 individuals), medium (20–50 individuals) and large 
(> 50 individuals).

Spatial congruence of simulations and observations

We evaluated the spatial congruence following 
Mouillot et al. (2011), in terms of matching cells (5 × 5°), 
between the geographic distribution of the areas where pre-
dominantly low dispersing or high dispersing species were 
expected based on the simulations and the ones where low- 
or high-dispersal-related trait values were observed for the 
five investigated traits. We summed species richness values 
resulting from the simulations of low dispersal parameters, 
i.e. those within the 10th percentile of the lowest dispersal 
parameter values. We proceeded similarly for the simula-
tions of high dispersal parameters, where we summed spe-
cies richness values resulting from the simulations above 
the 90th percentile of the parameter d (d ∈ [1.75°: 5.45°]). 
Likewise, for the observed adult body size, we defined the 
cells where the smallest-bodied species were present (i.e. 
10th percentile of fish body size, hereafter ‘small-bodied’) 
and those where the largest-bodied species were present (i.e. 
90th percentile of fish body size, hereafter ‘large-bodied’). 
For home range behaviour, relative to the overall species 
composition per grid cell, we defined cells’ proportions in 
terms of sedentary or territorial (i.e. ‘narrow home range’) 
and mobile-highly mobile (i.e. ‘wide home range’), respec-
tively. For PLD we used the 20th and the 80th percen-
tiles, corresponding to a PLD shorter than three weeks 
and longer than six weeks (Taylor and Hellberg 2003). For 
circadian activity, relative to the overall species composi-
tion per grid cell, we defined cells’ proportions in terms of 
‘diurnal’ and ‘nocturnal’ activity. Similarly, for schooling, 
we defined cells’ proportions in terms of ‘solitary’ to ‘pair-
ing’ (that reflect the lowest schooling aggregations) and, 
at the opposite extreme, the cluster of ‘medium’ to ‘large’ 
schools (that reflect the highest schooling aggregations). 
We compared the spatial hotspot overlap at 30% and 50% 
thresholds between observed and simulated areas compared 
to the null model. That is, for each pairwise comparison, 
we calculated the number of cells having a specific trait 
pattern for both the observation and the simulation; the 
independence between the two areas ensembles was deter-
mined and the significance was tested using 999 randomi-
sations. We finally compared the frequency distribution of 
the dispersal parameter considered in the simulations to 
those observed in the empirical trait data.

Data deposition

The R codes (R Development Core Team, <www.R-
project.org>) and data are available online on EnviDat: 
doi:10.16904/envidat.85.

Results

Biogeographic difference in the dominance of dispersal-
related traits

Species richness differed across the major biogeographic 
regions, with one of the most evident contrasts observed 
between the Indo-Australian Archipelago (IAA), hosting 
simultaneously on average 1844 ± 331 distinct species and 
the Caribbean with ca. four fold less observed species rich-
ness (536 ± 56; Supplementary material Appendix 1 Fig. 
A3). Furthermore, for the investigated traits, their prevalence 
across the major biogeographic regions also differed (Fig. 1, 
2, Supplementary material Appendix 1 Fig. A1, A2). While 
we found some agreement between species richness and trait 
patterns, such as with adult body size in the IAA, this geo-
graphic distribution was not fully congruent with species 
richness. Small-bodied species were more prevalent in both 
the Caribbean and the IAA compared with the Western 
Indian Ocean, the Eastern Pacific and the Eastern Indo-
Pacific, but those regions also had a highly contrasted level 
of species richness (Fig. 1,Supplementary material Appendix 
1 Fig. A3).

Spatial mechanistic model of speciation, extinction 
and dispersal

The simulations provided expectations of the spatio-temporal 
biodiversity dynamics for low and high dispersal parameter 
values (Fig. 1, 2). At the end of the simulations, the Caribbean 
Sea and the IAA were found to harbour the highest num-
ber of species (Fig. 1, Supplementary material Appendix 1 
Fig. A3). We found that altogether the stacked simulations 
within the range of theoretical values tended to reproduce the 
longitudinal gradient of tropical reef fish richness (Pearson 
correlation coefficient rp = 0.49, p < 0.001), with strong dif-
ferences between the Indo-Pacific and the Atlantic regions 
(Supplementary material Appendix 1 Fig. A3). Furthermore, 
we found concordant results, expressed as a percentage of 
matching cells (%), between the prevalence of low dispersal 
species in the simulations and the prevalence of empirical 
traits (Table 2, Supplementary material Appendix 1 Table 
A1): small adult body size (62.5%, p = 0.002; Table 2), nar-
row home range mobility behaviour (59.7%, p = 0.005; 
Table 2), PLD shorter than 3 weeks (70.8%, p = 0.001; 
Table 2, Supplementary material Appendix 1 Table A1) and 
diurnal activity (58.3%, p = 0.019; Supplementary material 
Appendix 1 Table A1). Areas of congruence were predomi-
nantly observed in the IAA as well as the Caribbean Sea (Fig. 1, 
Supplementary material Appendix 1 Fig. A1, A5). Regarding 
the prevalence of high dispersal-related traits, the simula-
tions were found to be significantly congruent with observed 
prevalence patterns of PLD longer than six weeks (69.4%, 
p = 0.001; Table 2, Fig. 2) and wide home range mobility 
(56.9%, p = 0.045; Table 2, Fig. 2). We also found a consen-
sus between high dispersal parameter values and observed 
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large-bodied species distributions, where species character-
ized by a large body size were observed over the remotest reef 
structures, such as those of the Pacific islands (Fig. 2).

Further, our results indicated that the frequency distribu-
tion of the dispersal parameter d matched the observed body 
size, PLD and home range mobility behaviour frequency 

Figure 2. Global distribution maps for tropical reef fishes showing proportions of species richness for (a) high-dispersal parameter simula-
tions (b) observed dispersal-related traits and (c) congruence zones between (a) and (b). The observed dispersal-related traits mapped are: 
the largest adult-body sizes (left), highly mobile behaviour (centre), and PLD longer than six weeks (right). Congruence maps show overlap-
ping zones (matching cells) between the highest proportions of high-dispersal parameter simulations and high-dispersal-related trait obser-
vations, for 30% (orange) and 50% (yellow) thresholds of hotspot congruence.

Table 2. Spatial congruence test of overlap between simulated proportions of low and high dispersal and observed low- and high-dispersal-
related traits in assemblages (50% threshold).

Dispersal proxies(observed)

Low dispersal(simulated) High dispersal(simulated)

Category Oo Oe p-value Category Oo Oe p-value

Adult body size smallest-bodied 45 35.5 0.002 largest-bodied 33 35.5 0.842
Home range sedentary or territorial 43 35.5 0.005 highly mobile 41 35.5 0.054
PLD (median) < 3 weeks 51 35.5 0.001 > 6 weeks 50 35.5 0.001

Adult body size, smallest-bodied (< 10th quantile, TL) and largest-bodied (> 90th quantile, TL); Home range, sedentary or territorial 
(restricted within reef movements) and highly mobile (between reef movements); PLD (median) (n = 2908), short (< 3 weeks) and long 
(> 6 weeks) Pelagic Larval Duration; Oo, observed number of overlaps (i.e. number of cells that are recorded as a hotspot for both variables); 
Oe, expected number of overlaps (i.e. the independence between the two hotspot ensembles).
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distributions for tropical reef fishes (Fig. 3), in the form of 
a positively skewed distributions, with the highest frequen-
cies of low dispersal values matching the smallest adult body 
sizes, the shortest PLDs, as well as the sedentary home range 
behaviour amounts. Finally, the model revealed an asso-
ciation between dispersal and diversification rate. That is, 
simulations based on low values of the dispersal parameter (d 
below the 10th quantile; Supplementary material Appendix 1 
Fig. A4) predicted higher net diversification rates than those 
based on high values of the dispersal parameter (d above the 
90th quantile; Supplementary material Appendix 1 Fig. A4).

Discussion

Our findings provide evidence that historical reef habitat 
dynamics, which have influenced the diversification of lin-
eages and their dispersal through geological time, can explain 
the current geographic prevalence of multiple species traits 
possibly linked to dispersal ability in tropical reef fishes 
(Fig. 1, 2, Supplementary material Appendix 1 Fig. A1, A2). 
Further, in support of the hypothesis that certain species 
traits might affect speciation and extinction, and thereby 
shape lineage diversification (Tedesco et al. 2017), we found 

that the frequency distribution of the dispersal parameter 
matched empirical distributions for body size, PLD and 
home range mobility behaviour (Fig. 3). Simulations based 
on low values of the dispersal parameter were also found to 
produce the highest net diversification rates (Supplementary 
material Appendix 1 Fig. A4).

Our findings show that the observed distributions of 
species traits match those predicted by the simulations, 
predominantly in the Indo-Australian Archipelago and 
in the Caribbean region (Fig. 1, Supplementary material 
Appendix 1 Fig. A1). Indeed, both are recognized as the 
biogeographic regions of the world with the most stable 
shallow reefs over geological time (Leprieur  et  al. 2016, 
Bellwood  et  al. 2017). Therefore, species characterised by 
low dispersal ability, such as for example, small adult body 
size, highly sedentary or territorial home range behaviour, 
shortest PLDs and/or diurnal activity, most likely have been 
able to persist and accumulate in those regions, despite their 
relatively low dispersal ability. In contrast, in agreement 
with Luiz et al. (2013) and Barneche et al. (2019), distant 
and species-poor reefs, such as those in the eastern Pacific 
and southern Atlantic, were found to be predominantly 
inhabited by species with longer PLD and larger body sizes 
(Fig. 2, Supplementary material Appendix 1 Fig. A6). Also, 

Figure 3. Frequency distribution of the dispersal parameter considered in the simulations (a) and observed frequency distribution for adult 
body size (b), median PLD (c) and home range category (d). The number of species is biased toward more smaller species, with lower 
median PLD and of sedentary home range, which correspond to the higher frequency of simulated species with lower dispersal.
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our results are consistent with a recent study employing a 
Bayesian modelling approach to relate species richness of 
tropical reef fishes at different spatial scales to several predic-
tors such as body size, temperature, reef areas, isolation and 
anthropogenic impacts (Barneche et al. 2019). In particular, 
the authors found that body size distribution was one of the 
major predictor of species richness across scales (i.e. from 
sites to biogeographic provinces), with accumulation of 
species across space being strongly associated with smaller 
body sizes. Our simulations not only generated emerging 
patterns in agreement with the empirical distribution of 
traits (Fig. 3), but also highlighted a possible link between 
trait distribution patterns and diversification rates (Fig. 1, 
Supplementary material Appendix 1 Fig. A4). Our model 
suggests that species with low dispersal traits should be more 
frequent than with high dispersal traits, which correspond 
to observations: small-bodied species are found to be more 
frequent than large-bodied species, while short PLD species 
are more frequent than long PLD species (Fig. 3). Due to 
their comparatively lower ability to disperse, smaller-bodied 
species with short PLD may more frequently face barriers 
to gene flow, thereby increasing speciation incidence com-
pared with that of large-bodied species. Similar findings 
were presented by Tedesco et  al. (2017), who argued that 
fishes of small body sizes result in limited dispersal abilities, 
causing smaller and more easily fragmented habitat ranges. 
This may facilitate reproductive isolation and promote spe-
ciation as found in terrestrial taxa (Wollenberg et al. 2011). 
Thus, our results suggest that dispersal-related traits not 
only influence the extant distribution of species through 
the interaction with past habitat dynamics, but could also 
explain diversification through dispersal and its association 
with gene flow.

Phylogenetic-based studies have supported a major role 
of species traits linked to dispersal ability in explaining dif-
ferences in species diversity among clades for mammals 
(Machac and Graham 2017), birds (Claramunt et al. 2012, 
McGuire et al. 2014), squamates (Feldman et al. 2016) and 
fishes (Tedesco et  al. 2017). Our process-based model sug-
gests a mechanistic link between past habitat dynamics, 
dispersal traits and lineage diversification. Nevertheless, the 
validation of simulated diversification rates with empirical 
data accounting for traits and geography remains challenging. 
It is for instance difficult to integrate phylogenetic estimation 
of diversification rates for clades with complex geographic 
structures (Sukumaran and Knowles 2018). Therefore, in 
complement to our study, future research could be directed 
towards the investigation of the influence of the traits high-
lighted in this study on lineage diversification of tropical reef 
fishes within different biogeographic regions. For example, 
the future development of trait-dependent diversification 
models (e.g. QuaSSE for continuous traits, FitzJohn (2010) 
or BiSSE for binary characters (Maddison  et  al. 2007)), 
that relies on well-resolved dated phylogenies (Inostroza-
Michael et al. 2018) should provide valuable comparisons to 
our process-based model approach.

While our process-based approach presents the advan-
tage to couple species speciation, extinction and dispersal to 
paleo-environmental reconstructions, it nevertheless presents 
a set of assumptions and limitations. We generally oper-
ated under the assumption that the understanding of the 
causes of a phenomenon is the ability to build a simulation 
model from first principles and to reproduce realistic higher-
level empirical patterns (Leprieur  et  al. 2016, Pontarp and 
Wiens 2017, Rangel et al. 2018). We voluntarily adopted a 
parsimonious model with a limited number of rules regulat-
ing speciation, extinction and dispersal, acknowledging that 
ecological and evolutionary processes regulating marine bio-
diversity represent more complex processes. The development 
of process-based models represent a simplification of the real-
ity (DeAngelis and Mooij 2005, Grimm  et  al. 2005) and 
our simulations were done along three main lines of abstrac-
tion: 1) of the agent (i.e. the species), where we model cells 
as homogeneous populations, but do not integrate under-
lying genetic differences among cells of the same species 
(Melián et al. 2010), 2) the bottom-level mechanisms, which 
neglect important processes including competition among 
species of a cell and position in the food-web (Albouy et al. 
2019) or trait evolution through time (Fitzjohn et al. 2010) 
and 3) the landscape dynamic, where the reef reconstruction 
represents a simplification of ecological conditions experi-
enced by a species. For example, the temperature in a given 
cell might increase the rate of differentiation among popu-
lations, the rate of phenotypic trait evolution, or determine 
interaction strength (Allen et al. 2006). Together, the imple-
mentation of process-based models should seek consistency 
and be consolidated to capture what is currently accepted as 
plausible explanation, or explanations with higher potential 
to integrate alternative hypotheses (Cabral et al. 2017). For 
simplification and running the model over large and realis-
tic landscapes, we decided not to simulate all the evolution-
ary process including drift, selection, sex/recombination 
and the process of mutation fixation when implementing 
the model. Finally, even if the process-based models are 
able to reproduce emerging patterns that correspond to the 
observed data, this approach does not demonstrate a causal 
link but remains correlative. Future developments in the 
field of biogeography should aim to integrate more realistic 
ecological and evolutionary processes into spatial models of 
diversification (Gotelli et al. 2009, Rangel et al. 2018).

Together, our study supports a link between past habitat 
dynamics, dispersal and the spatial distribution of species 
traits in tropical reef fishes globally. Owing to the coarse 
resolution of the reef reconstruction over geological time 
(i.e. 1° cell resolution with a large expected uncertainty), the 
spatial diversification model only reproduced the major spe-
ciation events occurring between large reef patches and over 
large spatial distances. Future studies may benefit from finer 
paleo-environmental reconstructions, accounting, for exam-
ple, for the influence of the Quaternary glaciations in addi-
tion to plate tectonics (Pellissier  et  al. 2014). Nevertheless, 
our study provides new insights regarding the processes 
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shaping large-scale diversity patterns of tropical reef fishes’ 
and more particularly the contrasted distribution of species 
traits among regions. Overall, we argue that a deeper under-
standing of complex biological patterns, such as the current 
distribution of different facets of biodiversity benefits from a 
process-based approach: speciation and extinction processes 
mediated by dispersal, which are responsible for the genera-
tion of new biodiversity, depend not only on species traits 
characteristics but also on the habitat configuration, which is 
dynamic through time.

Acknowledgements – We thank the anonymous referees as well as the 
editor for their insightful comments, which prompted significant 
improvements of our manuscript.
Funding – This work was financed by the FNS and ANR Project 
‘REEFISH’ no. 310030E-164294.

References

Albouy, C.  et  al. 2019. The marine fish food web is globally 
connected. – Nat. Ecol. Evol. 3: 1153–1161.

Allen, A. P. et al. 2006. Kinetic effects of temperature on rates of 
genetic divergence and speciation. – Proc. Natl Acad. Sci. USA 
103: 9130–9135.

Almany, G. R.  et  al. 2017. Larval fish dispersal in a coral-reef 
seascape. – Nat. Ecol. Evol. 1: 0148.

Alzate, A.  et  al. 2019a. Incomplete datasets obscure associations 
between traits affecting dispersal ability and geographic range 
size of reef fishes in the Tropical Eastern Pacific. – Ecol. and 
Evol. 9: 1567–1577. 

Alzate, A.  et  al. 2019b. A simple spatially explicit neutral model 
explains the range size distribution of reef fishes. – Global Ecol. 
Biogeogr. 28: 875–890.

Barneche, D. R. et al. 2019. Body size, reef area and temperature 
predict global reef-fish species richness across spatial scales.  
– Global Ecol. Biogeogr. 28: 315–327.

Bellwood, D. R. et al. 2017. The evolution of fishes and corals on 
reefs: form, function and interdependence. – Biol. Rev. 92: 
878–901.

Blonder, B.  et  al. 2018. Late Quaternary climate legacies in 
contemporary plant functional composition. – Global Change 
Biol. 24: 4827–4840.

Bradbury, I. R.  et  al. 2008. Global patterns in marine dispersal 
estimates: the influence of geography, taxonomic category and 
life history. – Proc. R. Soc. B 275: 1803–1809.

Cabral, J. S.  et  al. 2017. Mechanistic simulation models in 
macroecology and biogeography: state-of-art and prospects.  
– Ecography 40: 267–280.

Chalmandrier, L. et al. 2018. Comparing spatial diversification and 
meta-population models in the Indo-Australian Archipelago. 
– R. Soc. Open Sci. 5: 171366.

Chapman, M. R. and Kramer, D. L. 2000. Movements of fishes 
within and among fringing coral reefs in barbados. – Environ. 
Biol. Fishes 57: 11–24.

Chown, S. L. and Gaston, K. J. 2000. Areas, cradles and museums: 
the latitudinal gradient in species richness. – Trends Ecol. Evol. 
15: 311–315.

Claramunt, S. et al. 2012. High dispersal ability inhibits speciation 
in a continental radiation of passerine birds. – Proc. R. Soc. B 
279: 1567–1574.

Clouard, V. and Bonneville, A. 2005. Ages of seamounts, islands 
and plateaus on the Pacific plate. – Geol. Soc. Am. Spec. Pap. 
388: 71.

Couvreur, T. L. P. et al. 2015. Global diversification of a tropical 
plant growth form: environmental correlates and historical 
contingencies in climbing palms. – Front. Genet. 5: 452.

Cowen, R. K. and Sponaugle, S. 2009. Larval dispersal and  
marine population connectivity. – Annu. Rev. Mar. Sci. 1: 
443–466.

Cowie, R. H. and Holland, B. S. 2006. Dispersal is fundamental 
to biogeography and the evolution of biodiversity on oceanic 
islands. – J. Biogeogr. 33: 193–198.

Cushing, D. H. and Harden Jones, F. R. 1968. Why do fish school? 
– Nature 218: 918.

DeAngelis, D. L. and Mooij, W. M. 2005. Individual-based 
modeling of ecological and evolutionary processes. – Annu. 
Rev. Ecol. Evol. Syst. 36: 147–168.

Descombes, P. et al. 2018. Linking species diversification to palaeo-
environmental changes: a process-based modelling approach. 
– Global Ecol. Biogeogr. 27: 233–244.

Devictor, V. et al. 2010. Spatial mismatch and congruence between 
taxonomic, phylogenetic and functional diversity: the need for 
integrative conservation strategies in a changing world. – Ecol. 
Lett. 13: 1030–1040. 

Dynesius, M. and Jansson, R. 2000. Evolutionary consequences of 
changes in species' geographical distributions driven by 
Milankovitch climate oscillations. – Proc. Natl Acad. Sci. USA 
97: 9115–9120.

Feary, D. A. et al. 2014. Latitudinal shifts in coral reef fishes: why 
some species do and others do not shift. – Fish Fish. 15: 
593–615. 

Feldman, A.  et  al. 2016. Body sizes and diversification rates of 
lizards, snakes, amphisbaenians and the tuatara. – Global Ecol. 
Biogeogr. 25: 187–197.

Fine, P. V. A. 2015. Ecological and evolutionary drivers of 
geographic variation in species diversity. – Annu. Rev. Ecol. 
Evol. Syst. 46: 369–392.

FitzJohn, R. G. 2010. Quantitative traits and diversification. – Syst. 
Biol. 59: 619–633.

FitzJohn, R. G. et al. 2009. Estimating trait-dependent speciation 
and extinction rates from incompletely resolved phylogenies. 
– Syst. Biol. 58: 595–611.

Froese, R. and Pauly, D. 2017. FishBase, ver. 10/2017. – <www.
fishbase.org>.

Givnish, T. J.  et  al. 2014. Adaptive radiation, correlated and 
contingent evolution, and net species diversification in 
Bromeliaceae. – Mol. Phylogenet. Evol. 71: 55–78.

Gotelli, N. J. et al. 2009. Patterns and causes of species richness: a 
general simulation model for macroecology. – Ecol. Lett. 12: 
873–886.

Grimm, V. and Railsback, S.F. 2012. Pattern–oriented modelling: 
a ‘multi-scope’ for predictive systems ecology. – Phil. Trans. R. 
Soc. B 367: 298–310.

Grimm, V. et al. 2005. Pattern-oriented modeling of agent-based 
complex systems: lessons from ecology. Science 310: 987–991.

Helfman, G. S. 1993. Fish behaviour by day, night and twilight. 
Pitcher, T. J. (ed.), Behaviour of teleost fishes. Chapman and 
Hall, 479–511.



11

Hobson, E. S. and Chess, J. R. 1978. Trophic relationships among 
fishes and plankton in the lagoon at Enewetak Atoll, Marshall 
Islands. – United States Fish. Bull. 76: 133–153

Huyghe, F. and Kochzius, M. 2017. Highly restricted gene flow 
between disjunct populations of the skunk clownfish 
(Amphiprion akallopisos) in the Indian Ocean. – Mar. Ecol. 
Evol. Persp. 38: e12357.

Inostroza‐Michael, O.  et  al. 2018. Interspecific geographic range 
size–body size relationship and the diversification dynamics of 
Neotropical furnariid birds. Evolution 72.5: 1124–1133.

Kinlan, B. P.  et  al. 2005. Propagule dispersal and the scales  
of marine community process. – Divers. Distrib. 11:  
139–148.

Kisel, Y. and Barraclough, T. G. 2010. Speciation has a spatial scale 
that depends on levels of gene flow. – Am. Natl 175: 316–334.

Kulbicki, M. et al. 2013. Global biogeography of reef fishes: a hier-
archical quantitative delineation of regions. – PLoS One 8: 
e81847.

Leprieur, F. et al. 2016. Plate tectonics drive tropical reef biodiversity 
dynamics. – Nat. Commun. 7: 11461.

Loreau, M.  et  al. 2001. Ecology – biodiversity and ecosystem 
functioning: current knowledge and future challenges. – Science 
294: 804–808.

Loveless, M. D. and Hamrick, J. L. 1984. Ecological determinants 
of genetic-structure in plant-populations. – Annu. Rev. Ecol. 
Syst. 15: 65–95.

Luiz, O. J. et al. 2012. Ecological traits influencing range expansion 
across large oceanic dispersal barriers: insights from tropical 
Atlantic reef fishes. – Proc. R. Soc. B 279: 1033–40.

Luiz, O. J. et al. 2013. Adult and larval traits as determinants of 
geographic range size among tropical reef fishes. – Proc. Natl 
Acad. Sci. USA 110: 16498–16502.

Luiz, O. J.  et  al. 2015. Seafarers or castaways: ecological traits 
associated with rafting dispersal in tropical reef fishes. – J. 
Biogeogr. 42: 2323–2333.

Machac, A. and Graham, C. H. 2017. Regional diversity and 
diversification in mammals. – Am. Natl 189: E1–E13.

Maddison, W. P. 2007. Estimating a binary character’s effect on 
speciation and extinction. – Syst. Biol. 56: 701–710.

Magallon, S. and Sanderson, M. J. 2001. Absolute diversification 
rates in angiosperm clades. – Evolution 55: 1762–1780.

Matzke, N. J. 2013. Probabilistic historical biogeography: new 
models for founder-event speciation, imperfect detection and 
fossils allow improved accuracy and model-testing. – Front. 
Biogeogr. 5: 242:248.

McCauley, D. J.  et  al. 2012. Night shift: expansion of temporal 
niche use following reductions in predator density. – PLoS One 
7: e38871.

McGuire, J. A.  et  al. 2014. Molecular phylogenetics and the 
diversification of hummingbirds. Curr. Biol. 24.8: 910–916.

Melian, C. J. et al. 2010. Frequency-dependent selection predicts 
patterns of radiations and biodiversity. – PLoS Comput. Biol. 
6: e1000892.

Mittelbach, G. G. et al. 2007. Evolution and the latitudinal diversity 
gradient: speciation, extinction and biogeography. – Ecol. Lett. 
10: 315–331.

Mora, C. and Robertson, D. R. 2005. Factors shaping the range-
size frequency distribution of the endemic fish fauna of the 
Tropical Eastern Pacific. – J. Biogeogr. 32: 277–286.

Mora, C. et al. 2003. Patterns and processes in reef fish diversity. 
– Nature 421: 933–936.

Morlon, H. et al. 2016. RPANDA: an R package for macroevolu-
tionary analyses on phylogenetic trees. – Methods Ecol. Evol. 
7: 589–597.

Mouillot, D. et al. 2011. Protected and threatened components of 
fish biodiversity in the Mediterranean Sea. – Curr. Biol. 21: 
1044–1050.

Muller, R. D. et al. 2008. Long-term sea-level fluctuations driven 
by ocean basin dynamics. – Science 319: 1357–1362.

Munday, P. L. Jones, G. P. 1998. The ecological implications of 
small body size among coral reef fishes. – Oceanogr. Mar. Biol. 
Annu. Rev. 36: 373–411.

Nash, K. L. et al. 2015. Home-range allometry in coral reef fishes: 
comparison to other vertebrates, methodological issues and 
management implications. – Oecologia 177: 73–83.

Ottimofiore, E. et al. 2017. Responses of coral reef fishes to past 
climate changes are related to life-history traits. – Ecol. Evol. 7: 
1996–2005.

Parravicini, V. et al. 2013. Global patterns and predictors of tropi-
cal reef fish species richness. – Ecography 36: 1254–1262.

Pellissier, L. et al. 2014. Quaternary coral reef refugia preserved fish 
diversity. – Science 344: 1016–1019.

Pellissier, L.  et  al. 2017. Are global hotspots of endemic  
richness shaped by plate tectonics? – Biol. J. Linn. Soc. 123: 
247–261.

Pitcher, T. J. and Parrish, J. K. 1993. Function of shoaling behav-
iour in teleosts. – In: Pitcher, T. J. (ed.), Behaviour of teleost 
fishes. Chapman and Hall, pp. 363–439.

Pontarp, M. and Wiens, J. J. 2017. The origin of species richness 
patterns along environmental gradients: uniting explanations 
based on time, diversification rate and carrying capacity. – J. 
Biogeogr. 44: 722–735.

Qian, H. and Ricklefs, R. E. 2000. Large-scale processes and the 
Asian bias in species diversity of temperate plants. – Nature 
407: 180–182.

Renema, W. et al. 2008. Hopping hotspots: global shifts in marine 
biodiversity. – Science 321: 654–657.

Ricklefs, R. E. 2006. Global variation in the diversification rate of 
passerine birds. – Ecology 87: 2468–2478.

Riginos, C. et al. 2014. Dispersal capacity predicts both population 
genetic structure and species richness in reef fishes. – Am. Nat. 
184: 52–64.

Robertson, D. R.  et  al. 1976. Schooling as a mechanism for cir-
cumventing territoriality of competitors. – Ecology 57: 
1208–1220.

Rolland, J. and Condamine, F. L. 2019. The contribution of 
temperature and continental fragmentation to amphibian 
diversification. – J. Biogeogr. 46: 1857–1873.

Shanks, A. L.  et  al. 2003. Propagule dispersal distance and the  
size and spacing of marine reserves. – Ecol. Appl. 13:  
S159–S169.

Siegel, D. A. et al. 2003. Lagrangian descriptions of marine larval 
dispersion. – Mar. Ecol. Progr. Ser. 260: 83–96.

Stier, A. C.  et  al. 2014. Larval dispersal drives trophic structure 
across Pacific coral reefs. – Nat. Commun. 5: 5575.

Stobutzki, I. C. and Bellwood, D. R. 1997. Sustained swimming 
abilities of the late pelagic stages of coral reef fishes. – Mar. Ecol. 
Progr. Ser. 149: 35–41.

Sukumaran, J. and Knowles, L. L. 2018. Trait-dependent 
biogeography: (re)integrating biology into probabilistic 
historical biogeographical models. Trends Ecol. Evol. 33: 
390–398.



12

Taylor, M. S. and Hellberg, M. E. 2003. Genetic evidence for local 
retention of pelagic larvae in a Caribbean reef fish. – Science 
299: 107–109.

Tedesco, P. A.  et  al. 2017. Explaining global-scale diversification 
patterns in actinopterygian fishes. – J. Biogeogr. 44: 773–783.

Toussaint, E. F. A. et al. 2017. Cretaceous West Gondwana vicari-
ance shaped giant water scavenger beetle biogeography. – J. 
Biogeogr. 44: 1952–1965.

Travis, J. M. J. et al. 2012. Modelling dispersal: an eco-evolutionary 
framework incorporating emigration, movement, settlement 

behaviour and the multiple costs involved. – Methods Ecol. 
Evol. 3: 628–641.

Weihs, D. 1973. Hydromechanics of fish schooling. – Nature 241: 
290–291.

Weir, J. T. and Schluter, D. 2007. The latitudinal gradient in recent 
speciation and extinction rates of birds and mammals. – Science 
315: 1574–1576.

Wollenberg, K. C. et al. 2011. Speciation in little: the role of range 
and body size in the diversification of Malagasy mantellid frogs. 
– BMC Evol. Biol. 11: 217.

Supplementary material (available online as Appendix ecog-
04537 at < www.ecography.org/appendix/ecog-04537 >). 
Appendix 1.


