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and a large-scale trend towards phylogenetic evenness. this 
small-scale variability appears to be mediated by soil prop-
erties, particularly carbonate content. therefore, abiotic 
environmental conditions might counteract or even super-
sede the effects of interspecific competition among closely 
related species, which are usually predicted to exhibit pat-
terns of phylogenetic evenness. We conclude that theories 
on phylogenetic community composition need to incor-
porate effects of small-scale variability of environmental 
factors.

Keywords Primary succession · spatial analysis · niche 
conservatism · species co-occurrence · null model

Introduction

Darwin (1859) noticed that closely related species often 
tend to have similar ecological traits. If local community 
assembly from a regional species pool is governed by envi-
ronmental filters that select for particular traits, this niche 
conservatism (lord et al. 1995; ackerly 2004; losos 2008) 
should lead to local communities that are phylogenetically 
similar and share a close evolutionary history (Webb et al. 
2002; Wiens et al. 2010; Whitfeld et al. 2011). Conversely, 
competitive forces may tend to limit the co-occurrence of 
ecologically similar species (elton 1946; svenning et al. 
2008; allan et al. 2013), leading to a community that is 
phylogenetically over-dispersed. unless these two forces 
precisely balance one another, plant species composition 
will not occur randomly with respect to phylogenetic relat-
edness, and will be either phylogenetically clustered (spe-
cies being on average more closely related than expected) 
or phylogenetically even (species being less closely related 
than expected) (elton 1946; Webb 2000; Webb et al. 2002).

Abstract During early plant succession, the phylogenetic 
structure of a community changes in response to important 
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traced the development of temperate-zone plant communi-
ties during the first 7 years of primary succession on catch-
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We found pronounced small-scale differences in the phy-
logenetic composition of neighbouring plant assemblages 
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In some cases, phylogenetic community structure (PCS) 
has been found to vary with environmental conditions. Din-
nage (2009), helmus et al. (2010), and Cavender-Bares 
and reich (2012), for example, reported on a shift towards 
phylogenetic clustering after habitat disturbance. Differ-
ent colonization conditions (Cadotte and strauss 2011) or 
biotic and abiotic constraints (machac et al. 2011) might 
force communities either towards phylogenetic evenness 
or towards clustering depending on the trade-offs among 
competitive ability, niche differentiation, and environ-
mental conditions. small-scale environmental variability 
might drive subsets of local communities towards phylo-
genetic clustering or evenness, generating a mosaic of var-
ied phylogenetic patterns. however, there are few studies 
conducted at local scales to confirm these hypotheses. Par-
ticularly little is known about the influence of soil condi-
tions on the phylogenetic community structure of plants, 
although schreeg et al. (2010) found that phylogenetic 
structure in a tropical tree community varied along gradi-
ents of soil conditions and water availability.

having its origin in the writings of gleason (1926), the 
dispersal centred view of community assembly favours 
a random process of colonization from a regional species 
pool during succession. the neutral models popularized by 
hubbell (2001) additionally assume ecological equivalence 
of species (identical trait space) within a given ecologi-
cal guild. neutrality predicts random patterns of species 
co-occurrence (gotelli and mcgill 2006; but see ulrich 
2004) and neither phylogenetic nor trait convergence or 
divergence (götzenberger et al. 2011). neutral community 
assembly was reported to be strongest in communities that 
are dominated by colonization (Zillio and Condit 2007).

early successional plant communities are predicted to be 
input-driven if random colonization and non-random habi-
tat filtering dominate (Chazdon 2008). later successional 
states are seen to be competition-driven, with biotic inter-
actions generating segregated patterns of species occur-
rence (Baasch et al. 2009). a number of studies describe 
initially neutral community assembly followed by competi-
tive or environmentally controlled assembly in late succes-
sional stages (e.g., Weiher and Keddy 1999; Zaplata et al. 
2013; ulrich et al. 2014). In both stages, phylogenetic com-
munity structure might be either clustered or even, depend-
ing on the species pool used for comparison and the type 
of biotic interactions considered (Fig. 1). In early succes-
sion, phylogenetic clustering is expected under strong envi-
ronmental filtering, while facilitation (mainly among more 
distantly related species) should cause phylogenetic even-
ness (Fig. 1). In late succession, competitive effects might 
cause either phylogenetic evenness or phylogenetic cluster-
ing, while environmental filtering should lead to phyloge-
netic clustering only (Fig. 1). neutral community assembly 
should not cause a significant PCS.

Competition might cause phylogenetic evenness in dif-
ferent successional states (Fig. 1), but the detection of even-
ness alone does not allow conclusions to be drawn about 
the underlying mechanisms. especially, if phylogenetically 
distant species are involved in facilitation networks, a pat-
tern of phylogenetic evenness might arise that is very simi-
lar to that generated by interspecific competition (Kunstler 
et al. 2012). With respect to phylogenetic clustering, may-
field and levine (2010) argue similarly and point out that 
interspecific competition might actually cause phylogenetic 
clustering if closely related taxa share similar traits (strong 
niche conservatism). thus, any analysis of phylogenetic 
community structure should be accompanied by an analy-
sis of trait distribution within the focal community and an 
assessment of the degree of niche conservatism.

Compared to the rich literature on changes in functional 
traits during succession, changes in phylogenetic structure 
have received little attention. available studies mostly used 
chronosequence comparisons of different successional 
states. For instance, Whitfeld et al. (2011) reported a pat-
tern of phylogenetic evenness in primary tropical forests of 
later succession stages, but phylogenetic clumping in early 
successional stages represented by secondary (regrowth) 
forests. letcher (2010) and letcher et al. (2012) found the 
strength of phylogenetic clustering and evenness changed 
with the age cohorts of tropical tree communities: even-
ness was strongest in early-succession plots of smaller 
trees and in late-succession plots of larger trees. norden 
et al. (2012) showed a shift from phylogenetic clustering 
to evenness in a comparison of early and late successional 
lowland forest tree communities. however, no study to 
date has traced the change in PCS from the onset of natu-
ral succession within a true longitudinal study of a single 
plot through time.

Fig. 1  Flow chart showing major mechanisms leading to phyloge-
netic community structure
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here, we use a unique data set on early plant succession 
(Zaplata et al. 2010, 2013) to assess the change in PCS dur-
ing the first 7 years of community assembly. Previously, 
we used these data to detect a temporal gradient towards 
negative spatial species associations (Zaplata et al. 2013) 
and towards increased plant trait space (ulrich et al. 2014). 
assuming that the strength and direction of PCS depends 
on competitive ability, niche differentiation, and environ-
mental conditions, we first evaluated the degree of niche 
conservatism among species during early plant succes-
sion. the positive phylogenetic signal obtained in impor-
tant plant traits allowed us to ask whether the interplay 
of filtering and competitive exclusion drives later succes-
sional stages towards phylogenetic evenness, following the 
predictions of standard niche theory. We also assessed the 
degree to which the earliest successional stages are charac-
terized by phylogenetically random community assembly, 
as predicted by standard neutral theory. Further, we inves-
tigated to what extent small-scale variability in soil condi-
tions was able to overrule competition and dispersal effects 
and shift the community from phylogenetic evenness 
towards phylogenetic clustering. hence, we aim to disen-
tangle the influences of species richness, competition, soil 
conditions, and time on the phylogenetic structure during 
early succession.

Materials and methods

study area and sampling

From 2005 to 2011, we studied the early vegetation suc-
cession in a 6 ha artificial water catchment called “Chicken 
Creek”, located in an open-cast lignite mine in ne ger-
many. sand and loamy sand material originating from 
Pleistocene sediments was used for the construction of the 
1–3.5 m top layer of the catchment (details in gerwin et al. 
2009).

to study the influence of initial soil conditions on plant 
community assembly, soil samples were taken from the 
upper 30 cm at the points of a regular grid (20 m × 20 m) 
immediately after completion of construction. samples 
were analysed for ph, texture, and carbonate content (for 
more details and methods used, see gerwin et al. 2011). 
Floristic sampling was based on a total of 426 plots of 
1 m2, four of each being arranged around the points of 
these 20 m × 20 m grid points (Zaplata et al. 2013). Veg-
etation records started in 2005 with 360 plots; thereafter 
in all plots. a complete list of plant species is contained in 
the electronic supplementary material a. annually (July–
august), we carefully recorded all vascular plant species on 
the plots. For each species in each plot, we estimated the 
cover degree (abundance) according to a modified londo 

scale (londo 1976; 0.1: ≤0.1 %; 0.5: >0.1–0.5 %; 1: >0.5–
1 %; 2: >1–2 %, in 1 % steps up to 10; 15: 13–17 %, then 
in 5 % steps up to 100 %). For each plot and each year, we 
measured the association of species occurrences and phylo-
genetic structure with carbonate content, fraction of sand, 
and ph of the soil samples from 2005. to infer the strength 
of niche conservatism, we used the leda (Kleyer et al. 
2008) and BioFlor (Klotz et al. 2002) databases and com-
piled a total of 33 plant functional, genetic, and particular 
morphological traits associated with assimilation, soil affin-
ities, times of flowering and seed production, seed charac-
teristics and output, and Dna content (table 1, electronic 
supplementary material a). Ordinal variables were treated 
as continuous ones when they comprised at least five cat-
egories. We used the K (Blomberg et al. 2003) and Pagel’s 
λ (Pagel 1999) statistics to infer the degree of phylogenetic 
conservatism in 30 traits, while three remaining categorical 
traits were analysed by counting the number of parsimoni-
ous steps necessary to reconstruct the ancestral states on 
the internal nodes of the tree. the statistical significance of 
K, λ, and the number of parsimonious steps was analysed 
by tree randomization using the phytools r package for K 
and λ (revell 2012) and mesquite for parsimony analysis 
(maddison and maddison 2011). Because our trait matrix 
included a few missing values, we performed two sets of 
analyses: (1) missing values were replaced by arithmetic 
means of the respective traits, and (2) missing values were 
not considered. In order to check the robustness of both 
approaches against the assumed phylogenetic chronogram, 
we computed new branch lengths for the tree according to 
grafen’s method (grafen 1989) as implemented in the r 
package APE (Paradis et al. 2004). three new trees were 
produced and used as a template in analysis of K and λ. 
Both methods returned nearly identical results, so we pre-
sent the results of only the second approach, in which we 
did not consider missing values.

Data analysis

We constructed phylogenetic trees and the respective matri-
ces of phylogenetic distances for all species using the Phy-
lomatic phylogenetic database and toolkit (Webb et al. 
2008), and the r package APE (Paradis et al. 2004). trees 
generated by Phylomatic were based on the classification 
contained in APG III (angiosperm Phylogeny group 2009) 
and on recent sequences, which resolved the majority of 
polytomies. Because Dna sequence data were not avail-
able for all taxonomic levels of resolution, we assigned 
branch lengths to the tree with the Branch length adjust-
ment (BlaDJ) option in Phylocom (Webb et al. 2008), 
using minimum ages for genera and families and higher 
taxa from the molecular dating of Wikström et al. (2001). 
We spaced undated nodes evenly between dated ones. the 
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complete tree is contained in the electronic supplementary 
material B.

to infer the change of phylogenetic species assembly 
during succession, we used four different approaches. First, 
for each 1-m2 study plot and each year, we calculated the 
nearest taxon index NTI, which is the standardized mean 
nearest neighbour phylogenetic distance (mnnD) and 
focuses on the extent of terminal phylogenetic clustering 
in the co-occurrences of species (Webb et al. 2002). sec-
ond, we performed analogous analyses using another index, 
the net relatedness index nrI, which returns the stand-
ardized mean phylogenetic distance (mPD) (Webb et al. 
2002). Both NTI and NRI increase with increasing phylo-
genetic clustering and decrease with increasing phyloge-
netic evenness. third, we used linear phylogenetic eigen-
vector regression PER (Diniz-Filho et al. 1998, 2012). this 
technique allowed us to infer the part of variance in spe-
cies abundance (quantified by the associated r2

Per statistics 
of goodness-of-fit of the multiple regression) of each plot 
explained by phylogenetic distances. We used the phylo-
genetic information contained in the first four eigenvectors 
of the phylogenetic distance matrix that explained 97 % 
of total variance (electronic supplementary material B). 
species richness, abundance, NTI, NRI, and r2

Per showed 
weak spatial autocorrelation only (moran’s I < 0.05). 
however, to account for the intermediate degree of spatial 

autocorrelation of soil variables, we used simultaneous 
autoregression (rangel et al. 2010) to relate species rich-
ness, total abundance, NTI, NRI, and r2

Per to soil properties. 
autoregression analysis was done with sam 4.0 (rangel 
et al. 2010) using default settings. During subsequent study 
years samples were taken on the same plots, as is typical 
for any real-time series. Consequently, temporal autocor-
relation might influence our autoregression results by arti-
ficially inflating the degrees of freedom. to account for 
this type of temporal pseudo-replication, we restricted the 
degrees of freedom in the parametric t tests for all single 
predictors to the total number of plots (426) and did not 
use the total number of data points (2,271). this procedure 
should minimize the possible bias when estimating the 
respective significance levels, and thus should avoid nega-
tive effects of pseudo-replicated data.

Because common metrics of phylogenetic commu-
nity structure do not account for multiple patterns of spe-
cies co-occurrence (gotelli and ulrich 2012), we used the 
method proposed by ulrich et al. (2012) that links phy-
logenetic community structure to pair-wise patterns of 
species co-occurrences in the underlying species × plot 
matrix. For this, the phylogenetic distances ΔP of pairs of 
species occurring at all pairs of plots are calculated with 
respect to three distinct patterns: (1) aggregated species 
co-occurrence in species × sites submatrices of the form 

Table 1  strength of phylogenetic signals (Blomberg’s K and Pagel’s λ) in 33 plant traits of all species found in the study catchment

significant signals (P < 0.01) are given in bold type. the number of steps in the categorical variables refer to the parsimony analysis of ancestral 
state reconstruction

species K P (K) λ P (λ) species K P (K) λ P (λ)

Morphological traits Reproductive traits

Canopy height (m) 1.2 0.001 1 <0.001 average month of seedling 0.111 0.001 0 1

emergent attached to substrate 0.07 0.335 0.88 0.001 Duration of flowering 0.037 0.737 0.13 0.135

leaf mass (mg) 0.11 0.147 1 0.001 Duration of seedling 0.042 0.517 0 1

leaf size (mm2) 0.1 0.124 0.98 0.003 earliest month flowering 0.082 0.018 0.8 <0.001

life span 0.07 0.014 0.5 0.02 earliest month seed shedding 0.049 0.227 0 1

max releasing height (m) 2.11 0.001 1 <0.001 latest month flowering 0.135 0.001 0.82 <0.001

min releasing height (m) 0.78 0.002 1 <0.001 latest month seed shedding 0.192 0.001 0.52 0.085

specific leaf area mm2/mg 0.06 0.068 <0.01 1 ln (seeds per shoot) 0.063 0.059 0.63 0.002

stem ascending to prostrate (%) 0.1 0.02 0.89 <0.001 mean seed weight 0.132 0.078 1 <0.001

stem erect (%) 0.11 0.007 0.96 <0.001 seed bank longevity 0.06 0.075 0 1

terminal velocity (m/s) 0.06 0.131 0.58 <0.001 type of reproduction 57 steps <0.050

Woodiness stem 0.65 0.001 1 <0.001

Habitat requirements Molecular traits

light 0.04 0.502 0.22 0.063 Polyploidy 0.05 0.277 0.4 0.001

soil fertility 0.06 0.154 <0.01 1 Chromosome number 8.62 0.001 1 <0.001

ph 0.05 0.269 <0.01 1 Dna content 0.39 0.001 0.75 <0.001

nitrogen 0.05 0.126 <0.01 1

life strategy type 87 steps P > 0.05

hemerobic level 79 steps P > 0.05
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 (cf. ulrich and gotelli 2013). 

therefore, this co-occurrence (CO) method explicitly con-
siders matrix-wide differences in the pattern of species co-
occurrences (reviewed in gotelli and ulrich 2012) to infer 
the strength of the PCS. the aggregated and segregated 
spatial patterns are typically attributed to positive interac-
tions and reciprocal competitive exclusion, respectively, 
whereas the togetherness pattern indicates filtering and 
similar habitat requirements (cf. stone and roberts 1992; 
ulrich et al. 2012). low scores of ΔP in combination with 
aggregated and togetherness patterns indicate phylogenetic 
clumping and spatial aggregation (ulrich et al. 2012).

all four methods (NTI, NRI, PER, CO) to quantify phy-
logenetic community structure rely on a particular null 
model to which raw scores are compared. NTI and NRI 
are in fact the negative standardized effect sizes (SES) of 
MPD and MNND with respect to the predefined null model 
distribution. ses scores should have values below −1.96 
and above +1.96 at the two-sided 5 % error level under the 
assumption that the respective null distribution is approxi-
mately normal. at higher species richness, the probability 
of including small and distantly related taxa in the commu-
nity increases and consequently MPD and MNND decrease. 
Both metrics are also sensitive to phylogenetic autocor-
relation of species abundances or numbers of occurrences 
(hardy 2008). to eliminate this bias in statistical infer-
ence, null or neutral models have to be applied (gotelli and 
ulrich 2012).

the question of which null model is adequate in terms 
of the above consideration is crucial in any phylogenetic 
analysis. results heavily depend on proper null model 
choice (gotelli and ulrich 2012; ulrich and gotelli 2013). 
In the present case, the equal size of our sample plots 
means that a suitable null hypothesis is the random appear-
ance of individuals on single plots constrained only by dif-
ferences in regional species abundance and plot quality. 
the first constraint might be approximated by the observed 
abundance distribution on all plots in a given year, and the 
second constraint approximated by the observed annual 
total number of individuals per plot. therefore, we take 
advantage of our quantitative data structure and apply an 
abundance-based null model. recently, ulrich and gotelli 
(2010) showed that such null models, which are based on 
the resampling of individuals instead of species, are indeed 

sensitive tools for inferring matrix patterns. In accordance 
with our null assumptions, we applied the AA null model of 
ulrich and gotelli (2010) that resamples the matrix propor-
tional to both row (species abundances) and column (plot 
abundances) marginal distributions. note that such a null 
model mimics a mechanistic neutral model (hubbell 2001; 
rosindell et al. 2012) without speciation and dispersal lim-
itation, in which the probabilities of occurrence in single 
cells depend only on the relative abundance distribution of 
each species (ulrich and Zalewski 2007; Zillio and Condit 
2007). these assumptions seem appropriate in the present 
case. note also that a neutral colonization process cannot 
be tested with this null model. null expectations and stand-
ard deviations of the AA null distributions were in all cases 
based on 200 randomizations. all null model calculations 
were made with the Fortran software application Niche 
(ulrich et al. 2012).

Results

any analysis of PCS relies on the assumption of niche con-
servatism. Blomberg’s K and Pagel’s λ identified the major-
ity of morphological and molecular traits as being phyloge-
netically conserved (table 1). In contrast, only some of the 
reproductive traits and none of the traits related to habitat 
requirements and life history showed a significant, albeit 
weak, phylogenetic signal (table 1).

species richness and total cover increased during suc-
cession (table 2, Zaplata et al. 2013). there was a strong 
dependence on initial soil characteristics: total % cover 
decreased with increasing carbonate content and the frac-
tion of sand (table 2). ph is partly buffered by the carbon-
ate content, and both variables were moderately correlated 
(r = 0.24, P < 0.01). species richness correlated positively 
with ph (table 2).

the CO analysis revealed strong reactions in the pat-
tern of species co-occurrences with respect to differences 
in soil quality (Fig. 2). In early succession, pairs of plots in 
which two species co-occurred (aggregation and together-
ness) were, on average, less different in soil properties than 
expected by the null model. In later samples, this pattern 
reversed and plots of co-occurring species differed more 
in soil properties than expected (Fig. 2). this pattern was 
most pronounced for carbonate content and the fraction of 
sand (Fig. 2a, b). In the case of segregated spatial species 
co-occurrences (checkerboard), we found a random pattern 
in the first 3 years of succession and again a larger differ-
ence in soil properties for spatially segregated species than 
expected by chance (Fig. 2).

the r2
Per of the PCS explained between 0.2 and 96 % of 

the variance in species abundances but, for most species, 
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<20 % of the variance was explained (Fig. 3a). One-way 
anOVa revealed significant differences between study 
years in the strength of the PCS (F = 153.0, P < 0.001): 
the year 2005 lacked a significant signal, 2006–2009 had 
a higher signal than expected by chance, and 2010, 2011 
exhibited a lower signal than expected by chance (Fig. 3b). 

the raw PCS r2
Per increased significantly (r = 0.56, 

P < 0.001) during succession (Fig. 3a; table 2), but it 
decreased (r = −0.2, P < 0.001) in comparison to the null 
model expectation (Fig. 3b; table 2). NTI and NRI signifi-
cantly decreased during succession, indicating an increase 
in phylogenetic evenness (Fig. 3c, d; P < 0.001). this trend 
held after accounting for richness and abundance differ-
ences (table 2).

soil properties mediated the strength and direction of 
PCS (table 2). r2

Per decreased significantly with increas-
ing carbonate content and sand (table 2). spatially explicit 
maps of NTI and NRI revealed small-scale variation in 
phylogenetic evenness and clustering within the study area 
(Fig. 4), with moderate covariation in the scores of NTI 
and NRI (Pearson correlation r = 0.62, P < 0.001). Both 
NTI and NRI significantly increased with carbonate content 
(table 2). the co-occurrence analyses (Fig. 5) revealed an 
initial random pattern up to 2008, and from 2009 to 2011 
an increase in average phylogenetic distance with respect 
to species pairs that co-occur at two sites. Phylogenetic 
distance among checkerboard pairs decreased from 2007 
to 2011 (Fig. 5). Consequently, starting from 2009, there 
was a strong phylogenetic evenness of co-occurring species 
and, respectively, a phylogenetic clustering of species that 
did not co-occur (all ses > |5.0|); Fig. 5).

Discussion

Phylogeny does not affect community structure directly. 
Phylogeny is mediated by traits that determine whether 
species are able to colonize a site, and whether colonists 
will compete, positively interact, or be unaffected by each 
other (Webb et al. 2002). thus, any phylogenetic analy-
sis should be accompanied by a respective trait analysis 
(Freckleton et al. 2002). In the present case, we found the 
majority of morphological and molecular traits to contain 
a significant albeit often weak phylogenetic signal, i.e., to 
be non-randomly distributed across the phylogenetic tree. 
significant scores of K and λ occurred also in seed num-
ber and weight as well as in those traits related to duration 

Table 2  the dependence of 
species richness, total plant 
cover, and four metrics of 
phylogenetic community 
structure on study year, species 
richness, cover, and soil 
properties

given are standardized values 
of simultaneous autoregression. 
Parametric significances 
(N = 426): * P < 0.01,  
** P < 0.001, *** P < 0.0001

Variables species Cover r2
Per ses (r2

Per) ntI nrI

study year 0.61*** 0.49*** 0.12*** −0.46*** −0.35*** −0.36***

species – 0.30*** 0.07** 0.08* 0.59*** 0.39***

Cover 0.25*** – 0.53*** 0.28*** −0.36*** −0.38***

CaCO3 0.01 −0.07*** −0.06** −0.05* 0.09*** 0.08***

sand −0.01 −0.05** −0.07*** −0.07** 0.01 0.02

ph 0.04** 0.03 −0.01 0.01 −0.01 0.02

r2 (predictors) 0.66 0.56 0.47 0.1 0.18 0.2

P (model) <0.001 <0.001 <0.001 0.001 <0.001 <0.001
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of flowering (table 1). no trait related to life history and 
habitat requirements, particularly soil conditions, appeared 
to be phylogenetically conserved in this early successional 
plant community. this result contrasts with the finding of 
Prinzing et al. (2001), who reported on a strong phylo-
genetic signal of habitat, life history and niche factors in 
european plants, but is in line with the study of silvertown 
et al. (2006), who did not find significant phylogenetic 

signals in meadow plant communities. these findings 
suggest that the strength of phylogenetic signals in plants 
increases with spatial scale, and therefore also with the size 
of the species pool considered (silvertown et al. 2006). 
this scale dependence might be triggered by local envi-
ronmental filters. the species of small local communities 
have already passed the abiotic, particularly soil-mediated, 
filters and are thus phylogenetically and ecologically more 

Fig. 3  temporal changes of a 
explained variance of the phy-
logenetic eigenvector regression 
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closely related than expected from the species pool. there-
fore, tests for phylogenetic signals within local communi-
ties will often return a negative result.

a comprehensive understanding of the role of PCS for 
community composition should also include an understand-
ing of which environmental factors control species occur-
rences and community composition. In the present case, we 
tested for three important soil variables (carbonate content, 
fraction of sandy material, and ph), and found particularly 
positive correlations of species richness with ph and nega-
tive correlations of cover with carbonate content and sand 
(table 2). Our results did not change after accounting for 
spatial autocorrelation of the predictor variables (table 2), 
indicating that the results are robust with respect to the 
observed spatial distribution of soil characteristics.

We found a significant temporal shift in species 
responses to the soil variables (Fig. 2). In the first 2 years 
of succession, plots of co-occurring species (clumped and 
togetherness pattern) were more similar in carbonate con-
tent (Fig. 2a) and fraction of sand (Fig 2b) than expected 
by chance, while in the later years of succession this pat-
tern reversed. We explain this finding by the initial effect of 
small-scale habitat filtering. habitats undergoing primary 
succession are often characterized by strong abiotic filters 
(e.g., mineral availability, drought) (Walker et al. 2006) and 
the initial spatial partitioning of colonizing plant species is 
thought to be controlled by physiological tolerances to abi-
otic stress (Chapin 1993). In the present case, abiotic min-
eral crusts occurred during the first years on the soil sur-
face (Fischer et al. 2010) and might have acted as filters for 
seed germination and plant establishment, either through 
the exclusion of certain traits or through the temporarily 
restricted access of certain colonizers. Both mechanisms 
might cause a co-occurrence of phylogenetically related 
taxa with similar ecological features. however, the initial 

soil-mediated co-occurrences might also be an indication 
for a marginal contamination with diaspores during catch-
ment construction (Zaplata et al. 2010, 2011). this seed 
bank effect is a neglected factor in studies of PCS and spe-
cies co-occurrence and deserves further attention.

In the later successional states those species pairs that 
did not co-occur (≙ checkerboard pattern) were found sig-
nificantly more often in plots that differed in soil properties 
(Fig. 2). this finding indicates a temporal trend towards 
the spatial segregation of species according to soil proper-
ties. similarly, Biber et al. (2013) reported a significantly 
positive correlation between the species richness of n-fix-
ing Fabaceae and the soil gravel content. such findings 
contradict niche theories, which expect co-occurrences of 
functionally different species to increase synergistic effects 
(silva and Batalha 2010) and to reduce possible interspe-
cific competition (götzenberger et al. 2011). Our results, 
however, indicate that functional differences related to 
substrate properties might dominate over competitive spe-
cies interactions, leading to the spatial segregation of spe-
cies with different microhabitat requirements. this finding 
is corroborated by the strong tendency towards decreasing 
demographic stochasticity and increasing degree of species 
spatial segregation (Zaplata et al. 2013) during the catch-
ment succession.

given the tendency towards niche conservatism 
(table 1), increasing species spatial segregation (Zaplata 
et al. 2013), and increasing trait space (ulrich et al. 2014), 
we expected to see directional shifts in phylogenetic com-
munity composition depending on species richness and 
soil properties. Indeed, the mean phylogenetic and nearest 
taxon indices decreased during succession and the phylo-
genetic community structure changed from an initially 
random pattern towards significant phylogenetic even-
ness (Fig. 3c, d). Importantly, this finding was stable after 
accounting for differences in species richness, cover, and 
soil properties (table 2). similar results have been obtained 
by Whitfeld et al. (2011) and norden et al. (2012) in their 
comparisons of differently aged tropical tree communities. 
the present study is apparently the first to demonstrate this 
trend in early plant succession and for temperate regions.

according to mayfield and levine (2010), interspe-
cific competition does not necessarily cause phylogenetic 
evenness (Fig. 1). the outcome depends on the interplay 
between niche conservatism and filtering processes and 
on the degree to which traits that are involved in interspe-
cific competition are phylogenetically conserved. In turn, 
the detection of phylogenetic evenness does not necessar-
ily indicate a major influence of competition. Other spe-
cies interactions like facilitation (Fig. 1) might also cause 
phylogenetic evenness (sargent and ackerly 2008). a way 
to overcome these difficulties in interpretation and to infer 
causal connections is the study of multiple patterns of 
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species co-occurrences with respect to PCS (ulrich et al. 
2012; riedinger et al. 2013). this method enables the iden-
tification of different trends in PCS within the same com-
munity, depending on the spatial arrangement of species 
occurrences. We detected a significant temporal increase in 
the average phylogenetic distance of species, which jointly 
occurred and/or jointly were absent at a pair of sites (aggre-
gated and togetherness co-occurrences) (Fig. 5). While 
joint occurrences do not point to competitive exclusion, 
the significant signal of phylogenetic evenness indicates 
synergistic effects of distantly related species. these spe-
cies potentially differ in important traits (table 1). In turn, 
spatially segregated species were significantly phylogeneti-
cally clustered after the first years of succession (Fig. 5). 
Closely related species hence had a tendency of spatial 
segregation. taken together, both findings indicate that 
competitive effects shaped the observed spatial and phylo-
genetic distribution of species. Further, our co-occurrence 
analysis identified multiple types of species interactions 
that lead to phylogenetic evenness. these include inter-
specific competition among some of the species and syner-
gistic interactions among others. In early plant succession, 
facilitation is of major importance (e.g., Connell and slat-
yer 1977; moeller 2004) and may well be the deciding fac-
tor in the successional series studied, although we did not 
particularly address this facilitation aspect here. Previously, 
Valiente-Banuet and Verdu (2007) detected a positive cor-
relation of the degree of facilitation and phylogenetic even-
ness in plant communities.

a major finding of the present contribution is that the pat-
tern of small-scale PCS depends on environmental factors, 
particularly on carbonate content. Despite the overall trend 
towards phylogenetic evenness (table 2; Fig. 3c, d), we 
found a highly significant tendency towards phylogenetic 
clustering (positive NTI and NRI) on plots of higher carbon-
ate content (table 2; Fig. 4). apparently, trends in the phy-
logenetic community composition at Chicken Creek were 
mediated by the initial soil conditions. In the present case, 
the whole study area was initially rather uniform concerning 
geomorphology, age, and abandonment. there were slight 
differences in soil chemistry that divided the catchment area 
into two parts, a southwestern and a north-eastern part, which 
differed in average fractions of silt and clay, and in nitro-
gen, organic, and inorganic carbon content (Zaplata et al. 
2010, 2013). Our phylogenetic analysis partly recovered 
these catchment compartments and additionally revealed the 
small-scale variability in PCS (Fig. 4). sargent and ackerly 
(2008) reported similar environmental pressures towards 
either phylogenetic clustering or evenness in plant-pollinator 
communities. therefore, within the biotic interaction-par-
adigm, successional communities can evolve towards both 
directions. any prediction about the final outcome seems 
only possible after detailed modelling of species traits and 

accompanying abiotic factors. In any case, the strength of the 
PCS should increase during primary succession.

Our study does not point to neutral community assem-
bly at later successional states. under a neutral scenario of 
community development, we expected NTI and NRI scores 
not to differ from random expectation at all successional 
states and PCS not to show a directional trend (Fig. 1; 
hardy et al. 2012; münkemüller et al. 2012). this was not 
the case. however, a local PCS can even pertain under neu-
tral colonization if the structure of the regional species pool 
is appropriately structured (hardy et al. 2012) or if the ini-
tial seed bank was phylogenetically structured, for instance 
due to differential diaspore survival probabilities (leish-
man 2001). yet in this case, we would expect to see either 
a constant signal in time or a decrease in strength, contrary 
to our findings. Furthermore, the observed small-scale sig-
nal variability in NTI and NRI (Fig. 4) is not in accordance 
with simple ecological drift.

In the earliest states of succession, which we suggest 
to be the first 2 years, we cannot exclude a largely neu-
tral community assembly. For these years, we did not find 
statistically significant NRI and NTI scores (Fig. 3c, d), 
and the strength of the PCS did not differ from random 
expectation (Fig. 3a, b). Previously, Zaplata et al. (2013) 
found a similar shift from random patterns of species co-
occurrences (2005, 2006) towards distinct species spatial 
segregation (from 2007 on). We note that it is not possi-
ble to positively test for neutrality. Our null model already 
incorporates neutral features and recent theoretical work 
(Chisholm and Pacala 2010; Clark 2012) highlights that 
niche and neutral models might give similar predictions 
on community structure. Indeed, gotelli and ulrich (2012) 
and rosindell et al. (2012) stress that the main function of 
neutral modelling is to provide appropriate null assump-
tions against which observed patterns can be tested. this 
makes neutrality an ecological interaction-free statistical 
standard rather than a predictive theory.

an important aspect of the present study is the use of 
small-scale plots within one locality. this approach ena-
bled us not only to trace the development of the plant com-
munity in the whole catchment, but also to disentangle its 
internal fine-scale structure and to apply metrics of PCS 
and co-occurrence at the level of pair-wise species associa-
tions. such species-pair analyses are rarely undertaken in 
phylogenetic research (ulrich et al. 2012) but are poten-
tially powerful tools to infer the precise mechanisms that 
lead to certain observed patterns. Phylogenetic analysis 
has to include comparisons of environmental needs, func-
tional traits and patterns of co-occurrence at the species 
level. Furthermore, having shown the fine scale character 
of PCS and of functional traits, we need a precise model-
ling of the relationships between the distribution of func-
tional traits and the degree of environmental filtering. this 
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task demands data on the small-scale spatial distribution of 
important environmental filters (Wisz et al. 2012) and an 
appropriate spatially explicit high-resolution monitoring of 
plants, traits, and environmental correlates.
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a grant from the Polish ministry of science and higher education 
(n304 306740).

Open Access this article is distributed under the terms of the Crea-
tive Commons attribution license which permits any use, distribu-
tion, and reproduction in any medium, provided the original author(s) 
and the source are credited.

References

ackerly DD (2004) evolution of leaf form in the California chaparral: 
adaptation and community assembly. am nat 163:654–671

allan e, Jenkins t, Fergus aJF, roscher C, Fischer m, Petermann J 
et al (2013) experimental plant communities develop phyloge-
netically overdispersed abundance distributions during assembly. 
ecology 94:465–477

angiosperm Phylogeny group (2009) an update of the angiosperm 
Phylogeny group classification for the orders and families of 
flowering plants: aPg III. Bot J linn soc 161:105–121

Baasch a, tischew s, Bruelheide h (2009) Insights into succes-
sion processes using temporally repeated habitat models: results 
from a long-term study in a post-mining landscape. J Veg sci 
20:629–638

Biber P, seifert s, Zaplata mK, schaaf W, Pretzsch h, Fischer a (2013) 
relationships between substrate, surface characteristics, and veg-
etation in an initial ecosystem. Biogeosciences 10:8283–8303

Blomberg sP, garland t, Ives ar (2003) testing for phylogenetic sig-
nal in comparative data: behavioral traits are more labile. evolu-
tion 57:717–745

Cadotte mW, strauss s (2011) Phylogenetic patterns of colonization 
and extinction in experimentally assembled plant communities. 
Plos One 6:e19363

Cavender-Bares J, reich PB (2012) shocks to the system: community 
assembly of the oak savannah in a 40-year fire frequency experi-
ment. ecology 93:s52–s69

Chapin Fs (1993) Physiological controls over plant establishment in 
primary succession. In: miles J, Walton DWh (eds) Primary suc-
cession on land. Blackwell, Oxford, pp 161–178

Chazdon rl (2008) Chance and determinism in tropical forest suc-
cession. In: Carson WP, schnitzer sa (eds) tropical forest com-
munity ecology. Blackwell, Oxford, pp 384–408

Chisholm ra, Pacala sW (2010) niche and neutral models pre-
dict asymptotically equivalent species abundance distributions 
in high-diversity ecological communities. Proc natl acad sci 
36:15821–15825

Clark Js (2012) the coherence problem with the unified neutral the-
ory of biodiversity. trends ecol evol 27:198–202

Connell Jh, slatyer rO (1977) mechanisms of succession in natural 
communities and their role in community stability and organiza-
tion. ecology 111:1119–1144

Darwin C (1859) On the origin of species. John murray, london
Diniz-Filho JaF, De sant’ana Cer, Bini lm (1998) an eigen-

vector method for estimating phylogenetic inertia. evolution 
52:1247–1262

Diniz-Filho JaF, Bini lm, rangel tF, morales-Castilla I, Olalla-
tárraga mÁ, rodríguez mÁ et al (2012) On the selection of 
phylogenetic eigenvectors for ecological analyses. ecography 
35:239–249

Dinnage r (2009) Disturbance alters the phylogenetic composition 
and structure of plant communities in an old field system. Plos 
One 4:e7071

elton C (1946) the ecology of animals. methuen, london
Fischer t, Veste m, schaaf W, Bens O, Dümig a, Kögel-Knabner I, 

Wiehe W, hüttl rF (2010) Pedogenesis in a topsoil crust three 
years after construction of an artificial catchment in Brandenburg, 
ne germany. Biogeochemistry 101:165–176

Freckleton rP, harvey Ph, Pagel m (2002) Phylogenetic analysis 
and comparative data: a test and review of evidence. am nat 
160:712–726

gerwin W, schaaf W, Biemelt D, Fischer a, Winter s, hüttl rF 
(2009) the artificial catchment “Chicken Creek” (lusatia, 
germany)—a landscape laboratory for interdisciplinary studies 
of initial ecosystem development. ecol eng 35:1786–1796

gerwin W, schaaf W, Biemelt D, Winter s, Fischer a, Veste m, hüttl 
rF (2011) Overview and first results of ecological monitoring at 
the artificial watershed Chicken Creek (germany). Phys Chem 
earth 36:61–73

gleason ha (1926) the individualistic concept of the plant associa-
tion. Bull torrey Bot Club 53:7–26

götzenberger l, de Bello F, Bråthen Ka, Davison J, Dubuis a, 
guisan a et al (2011) ecological assembly rules of plant commu-
nities—approaches, patterns and prospects. Biol rev 87:111–127

gotelli nJ, mcgill BJ (2006) null versus neutral models: what’s the 
difference? ecography 29:793–800

gotelli nJ, ulrich W (2012) statistical challenges in null model anal-
ysis. Oikos 121:171–180

grafen a (1989) the phylogenetic regression. Philos trans r soc B 
326:119–157

hardy OJ (2008) testing the spatial phylogenetic structure of local 
communities: statistical performances of different null models and 
test statistics on a locally neutral community. J ecol 96:914–926

hardy OJ, Couteron P, munoz F, ramesh Br, Pélissier r (2012) Phy-
logenetic turnover in tropical tree communities: impact of envi-
ronmental filtering, biogeography and mesoclimatic niche con-
servatism. glob ecol Biogeogr 21:1007–1016

helmus mr, Keller W, Paterson mJ, yan nD, Cannon Ch, rusak Ja 
(2010) Communities contain closely related species during eco-
system disturbance. ecol lett 13:162–174

hubbell sP (2001) the unified theory of biogeography and biodiver-
sity. university Press, Princeton

Kleyer m, Bekker rm, Knevel IC, Bakker JP, thompson K, son-
nenschein m et al (2008) the leDa traitbase: a database 
of life-history traits of northwest european flora. J ecol 
96:1266–1274

Klotz s, Kühn I, Durka W (eds) (2002) BIOlFlOr—eine Daten-
bank zu biologisch-ökologischen merkmalen der gefäßpflanzen 
in Deutschland. schriftenr. Vegetationsk., 38. Bundesamt für 
naturschutz, Bonn

Kunstler g, lavergne s, Courbaud B, thuiller W, Vieilledant g, Zim-
mermann ne et al (2012) Competitive interactions between for-
est trees are driven by species’ trait hierarchy, not phylogenetic or 
functional similarity: implications for forest community assem-
bly. ecol lett 15:831–840



995Oecologia (2014) 175:985–995 

1 3

leishman mr (2001) Does the seed size/number trade-off model 
determine plant community structure? an assessment of the 
model mechanisms and their generality. Oikos 93:294–302

letcher sg (2010) Phylogenetic structure of angiosperm communi-
ties during tropical forest succession. Proc r soc B 277:97–104

letcher sg, Chazdon rl, andrade aCs, Bongers F, van Breugel m, 
Finegan B et al (2012) Phylogenetic community structure during 
succession: evidence from three neotropical forest sites. Perspect 
Plant ecol evol syst 14:79–87

londo g (1976) the decimal scale for releves of permanent quadrats. 
Vegetation 33:61–64

lord J, Westoby m, leishman m (1995) seed size and phylogeny in 
six temperate floras: constraints, niche conservatism, and adapta-
tions. am nat 146:349–364

losos JB (2008) Phylogenetic niche conservation, phylogenetic sig-
nal and the relationship between phylogenetic relatedness and 
ecological similarity among species. ecol lett 11:995–1007

machac a, Janda m, Dunn rr, sanders nJ (2011) elevational gra-
dients in phylogenetic structure of ant communities reveal the 
interplay of biotic and abiotic constraints on diversity. ecography 
34:364–371

mayfield mm, levine Jm (2010) Opposing effects of competitive 
exclusion on the phylogenetic structure of communities. ecol 
lett 13:1085–1093

maddison, WP, maddison, Dr (2011) mesquite: a modular system 
for evolutionary analysis. Version 2.75. http://mesquiteproject.org

moeller Da (2004) Facilitative interactions among plants via shared 
pollinators. ecology 85:3289–3301

münkemüller t, de Bello F, meynard Cn, gravel D, lavergne s, 
mouillot D et al (2012) From diversity indices to commu-
nity assembly processes: a test with simulated data. ecography 
35:468–480

norden n, letcher sg, Boukili V, swenson ng, Chazdon rl (2012) 
Demographic drivers of successional changes in phylogenetic 
dispersion across life-history stages in tropical plant communi-
ties. ecology 93:s70–s82

Pagel m (1999) Inferring the historical patterns of biological evolu-
tion. nature 401:877–884

Paradis e, Claude J, strimmer K (2004) ape: analyses of phylogenet-
ics and evolution in r language. Bioinformatics 20:289–290

Prinzing a, Durka W, Klotz s, Brandl r (2001) the niche of higher 
plants: evidence for phylogenetic conservatism. Proc r soc B 
268:2383–2389

rangel tFl, Diniz-Filho JaF, Bini lm (2010) sam: a comprehen-
sive application for spatial analysis in macroecology. ecography 
33:46–50

revell lJ (2012) Phytools: an r package for phylogenetic compara-
tive biology (and other things). methods ecol evol 3:217–223

riedinger V, müller J, stadler J, ulrich W, Brandl r (2013) Phylo-
genetic diversity of bats decreases in urban environments. Basic 
appl ecol 14:74–80

rosindell J, hubbell sP, he F, harmon l, etienne rs (2012) the 
case for ecological neutral theory. trends ecol evol 27:203–208

sargent rD, ackerly DD (2008) Plant–pollinator interactions and the 
assembly of plant communities. trends ecol evol 23:123–130

schreeg la, Kress WJ, erickson Dt, swenson ng (2010) Phyloge-
netic analysis of local scale tree soil associations in a lowland 
moist tropical forest. Plos One 5:e13685

silva Ia, Batalha ma (2010) Woody plant species co-occurrence in 
Brazilian savannahs under different fire frequencies. acta Oecol 
36:85–91

silvertown J, mcConway K, gowing D, Dodd m, Fay mF, Joseph Ja, 
Dolphin K (2006) absence of phylogenetic signal in the niche 
structure of meadow plant communities. Proc r soc B 273:39–44

stone l, roberts a (1992) Competitive exclusion, or species aggrega-
tion? an aid in deciding. Oecologia 91:419–424

svenning JC, Fabbro t, Wright sJ (2008) seedling interactions in a 
tropical forest in Panama. Oecologia 155:143–150

ulrich W (2004) species co-occurrences and neutral models: reas-
sessing J. m. Diamond’s assembly rules. Oikos 107:603–609

ulrich W, Zalewski m (2007) are ground beetles neutral? Basic appl 
ecol 8:411–420

ulrich W, gotelli nJ (2010) null model analysis of species associa-
tions using abundance data. ecology 91:3384–3397
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