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Recent global warming affects species compositions at an unprecedented rate. To pre-
dict climate-induced changes in species assemblages, a better understanding of the link 
between species occurrence and climate is needed. Macrofungal fruit body assemblages 
are correlated with the thermal environment at the European scale. However, it is still 
unknown whether macrofungal communities are also phylogenetically structured by 
thermal environments. Thermal environments are characterized by annual tempera-
ture means but also by intra-annual temperature variability (hereafter termed tempera-
ture seasonality), which are both considered in this study. Here, we used distribution 
data of 2882 species based on fruit body records across Europe to address two main 
questions: 1) are mushroom assemblages at the extremes of the mean (warm and cold) 
and seasonal (high intra-annual variability, i.e. continental) climate gradient phyloge-
netically more similar than expected (phylogenetic alpha diversity); 2) are mushroom 
assemblages, that are subject to different mean and seasonal temperature conditions, 
composed of different lineages (phylogenetic beta diversity). Our phylogenetic alpha 
diversity analysis shows that mushroom assemblages are phylogenetically structured 
by warm and cold environments, indicating that phylogenetically related species with 
similar traits thrive under more extreme conditions. In contrast, assemblages are phy-
logenetically more dissimilar (overdispersed) in temperature seasonal environments, 
indicating limiting similarity. Phylogenetic beta diversity was significantly correlated 
with mean and seasonal temperature differences, a response mainly driven by a few 
genera. Our results show that macrofungal assemblages are phylogenetically structured 
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by temperature across Europe, suggesting phylogenetically constrained specialization towards temperature extremes. Predicted 
anthropogenic warming is likely to affect species composition and phylogenetic diversity with additional consequences for the 
carbon- and nutrient cycles.

Keywords: assembly processes, climate change, fungal diversity, null models, regional

Introduction

There is evidence that climate change affects biodiversity and 
key ecosystem processes (Lindner et al. 2010, Bellard et al. 
2012). To predict the effects of climate change on biodiver-
sity, we need to better understand the processes structuring 
species assemblages along climate gradients (Urban  et  al. 
2016). Despite the importance of fungi for ecosystem pro-
cesses (Cavicchioli et al. 2019), studies of fungi across climate 
gradients at large spatial scales are scarce compared to those 
of plants and animals (Davies  et  al. 2011, Tedersoo  et  al. 
2014). Recent studies have shown that climatic variables are 
the main factors that correlate with fungal diversity at large 
spatial scales. Tedersoo et al. (2014) revealed mean annual 
precipitation as the main factor explaining global soil-
related fungal diversity based on metabarcoding. In contrast, 
Větrovský et al. (2019) found that temperature-related vari-
ables are more important at a similar spatial scale. At sub-
continental (central and northern Europe) scale, temperature 
mean and variability are the main drivers affecting fungal 
fruit body diversity (Abrego et al. 2017, Andrew et al. 2018, 
2019). However, besides temperature-related variables, soil-
related (e.g. pH, soil organic content, bulk density) variables 
also showed significant relationships with fungal diver-
sity but to a lesser extent than temperature-related factors 
(Tedersoo et al. 2014, Andrew et al. 2018, Větrovský et al. 
2019). There is some evidence that macrofungi are affected 
by climate through their fruit body traits, e.g. a relation-
ship between moisture and spore size (Kauserud et al. 2011). 
More specifically, macrofungal communities seem to assem-
ble via thermally-relevant morphological fruit body traits 
such as colour and size at a large spatial scale (Krah  et  al. 
2019, Bässler et al. 2021). These studies suggest evolution-
ary adaptations to average temperatures and, therefore, eco-
logical selection by temperature as a major assembly filter 
of macrofungal communities at large scales. However, it is 
currently not known whether fungi are phylogenetically 
structured along with temperature in Europe. Phylogenetic 
alpha diversity indicates whether extreme temperature con-
ditions filter local assemblages towards specific fungal lin-
eages, which would lead to phylogenetic clustering within 
assemblages. Extreme temperature conditions can occur 
at the warm and cold edge of the mean annual tempera-
ture gradient. Further, extreme temperature conditions can 
occur at the temperature seasonality edge, characterized by 
a high intra-annual variability (i.e. continental in contrast 
to maritime temperature). Phylogenetic beta diversity indi-
cates whether assemblages in extreme temperature condi-
tions (warm versus cold, maritime versus continental) are 
recruited from similar or different lineages.

A previous study on macrofungal fruiting diversity, at the 
same spatial scale, revealed that species richness decreased with 
extreme mean temperatures (cold or warm) and increased with 
temperature seasonality (Andrew  et  al. 2019). Temperature 
seasonality varies across continents, with an increase of temper-
ature ranges and the occurrence of extreme temperatures from 
maritime towards continental environments. We hypothesize 
that the observed species richness decrease with extreme mean 
temperatures is mirrored by a decrease in phylogenetic alpha 
diversity (phylogenetic clustering within communities, when 
controlling for species richness, Fig. 1B). Phylogenetic cluster-
ing in extreme climate conditions has been shown for bacteria 
(Wang et al. 2012) and plants (Li et al. 2014), supporting this 
expectation. We also hypothesize a phylogenetic clustering 
with temperature seasonality because we expect adaptations 
to tolerate large temperature ranges and extremes to be phy-
logenetically constrained (Fig. 1C). Studies using temperature 
seasonality as a predictor for phylogenetic alpha diversity are 
scarce. However, bat communities from the Atlantic Forests of 
South America were characterized by phylogenetic clustering 
in areas with the greatest seasonality (Stevens and Gavilanez 
2015). Phylogenetic clustering in extreme mean and seasonal 
temperature environments would indicate environmental fil-
tering to be the dominant assembly process (Gotelli 2000, 
Tucker et al. 2017), via the selection of lineages with extreme 
temperature-adapted abilities.

Andrew et al. (2018) revealed a strong turnover of macro-
fungal fruiting assemblages related to temperature mean and 
seasonality across Europe. However, it is currently unclear 
whether this turnover is caused by entire lineages or species 
across different lineages. Analyses of phylogenetic beta diver-
sity can inform about the evolutionary mechanisms behind 
observed community change with temperature variables 
across large spatial scales (Graham and Fine 2008). For exam-
ple, the phylogenetic beta diversity of tropical tree species 
between two plots increases with an increasing difference in 
temperature at a regional scale, implying that habitat special-
ization by entire lineages has an important role in structuring 
local communities (González-Caro et al. 2014). If disparate 
fungal lineages are adapted to extreme temperature environ-
ments, we would observe a strong correlation between phy-
logenetic beta diversity and mean and seasonal temperature 
differences (distance, Fig. 1C). If, however, many clades 
across the phylogenetic tree include species with adaptations 
to extreme temperature conditions, we would observe no or 
only a weak relationship between fungal phylogenetic beta 
diversity and temperature distances.

To address whether macrofungal fruiting assemblages are 
phylogenetically structured along temperature gradients, we 
used a dataset of 2882 macrofungal species, assembled from 
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citizen science and fungarium data from eight European coun-
tries and covering 40 years from 1970 to 2010 (Andrew et al. 
2017). We used a previously established mega-phylogeny 
and applied a null model approach to test the following four 
hypotheses (Fig. 1): 1) phylogenetic alpha diversity shows a 
hump-shaped relationship with annual mean temperature 
and 2) a linear decrease with temperature seasonality. 3) 
Phylogenetic beta diversity increases with increasing annual 
mean temperature differences (distance) and 4) increasing 
seasonal temperature differences (distance).

Material and methods

Species observational data

This study utilized data from the ClimFun meta-database, a 
source of unified, quality-controlled, multi-source data which 
itself originated from many independent data repositories of 
fungal fruit body records across Europe (Andrew et al. 2017). 
The data are comprehensive in temporal and spatial coverage, 
extending back decades and across a large geographic range 

in northern, western and central Europe (Andrew et al. 2017, 
2018). For this study, we selected national-scale data from 
the ClimFun meta-database from those countries with sub-
stantial data (i.e. Austria, Denmark, Germany, Netherlands, 
Norway, Slovenia, Switzerland and the UK) across a climati-
cally-relevant timespan of 1970–2010. Species were restricted 
to the macroscopic fruit body forming Agaricomycotina (the 
classes Agaricomycetes, Tremellomycetes and Dacrymycetes, 
and removing the Cystofilobasidiales and Trichosporales). 
Other taxonomic groups comprised very low proportions of 
the dataset (Andrew et al. 2017), and are biased at this spa-
tiotemporal scale, hence they were omitted. Fungal species 
records were summarized across 50 × 50 km grids covering 
the countries mentioned above, and utilizing the UTM coor-
dinate system (zone 32).

Environmental data

To address our hypotheses, we compiled data on annual 
mean temperature and temperature seasonality. From pre-
vious studies, we know that mean and seasonal precipi-
tation, soil organic carbon, nitrogen deposition and tree 

Figure 1. (A) Spatial distribution of mean temperature (°C) and temperature seasonality (amount of temperature variation within the year 
based on the standard deviation of monthly temperature averages) across our study area in Europe. (B) Expected response of phylogenetic 
alpha diversity to mean and seasonal temperature. If mean and seasonal temperature acts as a habitat filter, we hypothesize a lower phylo-
genetic diversity than expected in extreme temperature conditions within fungal assemblages. (C) Expected response of phylogenetic beta 
diversity to mean and seasonal temperature. If specialization to temperature extremes (warm, cold, pronounced seasonality) is evolutionarily 
conserved, we hypothesize a linear relationship between phylogenetic diversity and temperature.
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diversity correlate with the spatial distribution of fungal spe-
cies (Andrew et al. 2018, 2019, Yu et al. 2021). To account 
for possible offset effects, we considered these variables as 
covariates. The environmental data were averaged for each 
50 × 50 km grid cell, based on values linked directly to each 
species record. Thus, the reported means for the 50 × 50 km 
grids are based on the actual fungal data points found within 
each grid and therefore reflect the abundance of a species per 
location. This approach captures more precise environmen-
tal conditions for each grid as it is weighted by the presence 
of fungal occurrences within the grid (Andrew et al. 2017, 
2018). Collinearity among all environmental variables was 
low (|r| < 0.70), and no variables were removed from the 
dataset for this reason (Dormann et al. 2013).

Temperature and precipitation data were obtained from 
WorldClim (representative of 1960–1990 bioclimatic vari-
ables, 2.5–0.5 min original resolution, <www.worldclim.org/
current>). We used the variables bio1 (mean annual tempera-
ture, °C), bio4 (temperature seasonality, amount of tempera-
ture variation within the year based on the standard deviation 
of monthly temperature averages, SD), bio12 (mean sum of 
yearly precipitation, mm) and bio15 (precipitation seasonal-
ity, variation in monthly precipitation totals over the course of 
the year calculated as the ratio of the standard deviation of the 
monthly total precipitation to the mean monthly total pre-
cipitation, i.e. coefficient of variation, %). Soil organic carbon 
(%) of the topsoil was obtained from the European Soil Data 
Centre (ESDAC) (1 km original resolution, <http://esdac.jrc.
ec.europa.eu/content/octop-topsoil-organic-carbon-content-
europe>). Nitrogen deposition data (NHx per hectare and 
year) were accessed through the greenhouse gas management 
database (GHG Europe, FP7, Reduced and oxidized down-
ward nitrogen deposition velocities, 1850–2010, CTM data: 
<www.europe-fluxdata.eu/ghg-europe/data/others-data>). 
NHx was selected for further analyses, being a proxy for NHx 
and NOy due to high collinearity (Andrew et al. 2018). Host 
tree data were obtained from EU-Forest (Mauri et al. 2017). 
This source provides occurrence records at 1 × 1 km resolu-
tion for over 200 tree species across Europe. We calculated 
the number of host tree genera per grid from this data set 
and used the host tree genera community matrix for further 
analyses. We used host tree data at genera level since possible 
specialization of fungi to their hosts has been suggested to take 
place at higher taxonomic ranks (Peay et al. 2015, Krah et al. 
2018). Note, however, that the number of host tree genera 
and the number of host tree species per grid is closely cor-
related (r = 0.99 based on a log–log scale). Besides using the 
number of host tree genera and the host tree genera commu-
nity composition, we also calculated the mean pairwise dis-
tance (MPD) of the host tree genera within (alpha analyses) 
and among (beta analyses) grids based on the host tree genera 
phylogeny. The host tree genera phylogeny was built based on 
the function ‘tol_induced_subtree’ in the add-on R package 
‘rotl’ (Michonneau et al. 2016, OpenTreeOfLife et al. 2019). 
Exploring these phylogenetic-related measures as predictors 
did not change ecological inferences of the models, and we, 
therefore, present only the results based on the number of 

host tree genera and the host tree community composition. 
To account for spatial autocorrelation, we additionally con-
sidered longitude and latitude for each grid as covariates in 
the model (below).

Phylogeny

To calculate phylogenetic alpha and beta diversity, we used a 
previously published phylogeny based on the fungal dataset 
used in Krah et al. (2019), which followed a mega-phylogeny 
construction protocol (Krah et al. 2018). In brief, we used 
five gene regions (28S and 5.8S rRNA, rpb1, rpb2, tef1), 
with gene partitioning, a comprehensive backbone guide 
tree, and a column reliability score and used RAxML tree 
inference software. We further conducted 1000 approximate 
Shimodaira–Hasegawa likelihood ratio tests to assess branch-
ing support (SH-aLRT branch support) using RAxML (flag 
– f J). The final phylogeny used for analyses consisted of 2882 
fungal species. We produced an ultrametric tree of the phy-
logeny using penalized likelihood estimation of divergence 
times as implemented in the R function ‘chronos’ in the add-
on R package ‘vegan’ (Oksanen et al. 2020).

Statistical analysis

Phylogenetic alpha and beta diversity metrics and null model 
approach
To make inferences about the relationship between phyloge-
netic alpha and beta diversity and temperature variables, ade-
quate diversity measures and a rigorous null model approach 
have been recommended (Ulrich and Gotelli 2013). We, 
therefore, calculated the mean pairwise distance (MPD) and 
mean nearest taxon distance (MNTD) between each species 
within a sample (alpha) and among samples (beta). While 
MPD uses the full ancestral range of species across the phy-
logenetic tree, MNTD is sensitive to the changes of lineages 
close to the phylogenetic tips (Webb et al. 2002). In the case 
of phylogenetic beta diversity, MPD is comparable to other 
metrics like the phylogenetic Sørensen index (Bryant  et  al. 
2008). We calculated the standardized effects sizes (SES) for 
MPD and MNTD on both alpha (function ‘ses.mpd’ and 
‘ses.mntd’, add-on R package ‘picante’, Kembel et al. 2010) 
and beta level (function ‘ses.comdist’ and ‘ses.comdistnt’, 
Stegen et al. 2012). To calculate the SES, species were ran-
domized across the tips of the phylogeny (null model ‘taxa.
labels’). SES quantifies the number of standard deviations by 
which the observed MPD or MNTD differs from the mean 
of the null distribution (100 randomizations, note that using 
a test-wise higher number of randomizations produced the 
same results). SES values > 2 indicate that coexisting species 
within (alpha) or among (beta) samples are more distantly 
related than expected by chance (phylogenetic overdisper-
sion). In contrast, values < −2 indicate that coexisting species 
within (alpha) or among (beta) samples are more similar than 
expected by chance (phylogenetic clustering). As we were 
particularly interested to interpret effects more or less differ-
ent from a random expectation, we used the SES metrics for 
all analyses.
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Models
For the analyses, we considered only grid cells with more 
than 50 species. This number reflects a minimum sam-
pling effort per grid cell and guarantees robust communities 
(Andrew et al. 2018, Krah et al. 2019). Furthermore, analyses 
were carried out based on presence–absence data of species 
per grid cell. Our final data set consisted of 2882 species and 
582 grid cells. To approach our study questions, we fitted 
phylogenetic diversity measures versus the mean temperature 
and temperature seasonality or their distance matrices for 
alpha and beta diversity, respectively.

As phylogenetic alpha level response, we used the standard-
ized effect size (SES) of the mean pairwise (MPD) and mean 
nearest taxon (MNTD) distance. According to our expecta-
tion (Fig. 1B), the response of the phylogenetic alpha measure 
to the temperature variables can either follow monotonous 
or non-linear curves. At the alpha level, we, therefore, used 
the framework provided by the generalized additive models 
(GAMs, functions ‘gamm’, package ‘mgcv’, Wood 2017). The 
predictors of interest (annual mean temperature, temperature 
seasonality) and the covariates (mean sum precipitation, pre-
cipitation seasonality, soil organic carbon, nitrogen deposition 
and number of host tree genera) were considered as smooth 
terms in the models. Temperature seasonality, mean sum of 
precipitation and soil organic content were log10-transformed 
to reach a Gaussian distribution. We also used the spatial sur-
face based on the coordinates (latitude and longitude) of the 
grids as an additional term (‘s(x,y)’).

At the beta level, we used the phylogenetic dissimilarity 
matrix based on the standardized effects sizes (SES) of the 
mean pairwise (MPD) and mean nearest taxon (MNTD) dis-
tance as responses. We furthermore subjected each environ-
mental predictor and the spatial coordinates (x, y) to distance 
matrices (Euclidean distances) calculations. For the host tree 
genera community matrix, we used Bray–Curtis as the dis-
tance measure. We finally standardized the distance matrices 
to zero mean and unit variance (function ‘standardize’ in the 
package ‘robustHD’) to make the coefficients comparable. 
We then ran multiple regressions on distance matrices for 
each response matrix using the function ‘MRM’ within the 
‘ecodist’ package (Goslee and Urban 2007). Note that within 
the figures, we display the raw (untransformed) data.

For illustrative purposes, we calculated the percentages of 
taxonomic ranks (species, genera, families, order) to extreme 
thermal conditions. We used a priori cut-offs based on visu-
alization of the histograms (mean annual temperature: cold < 
5°C, warm > 9°C; temperature seasonality: continental sea-
sonality > 66 SD, maritime seasonality < 56 SD). For this 
purpose, we used 2870 out of 2882 species with information 
on the full taxonomy (genera, families, order), i.e. excluding 
those characterized by insertae sedis at the family or order level.

Results

Phylogenetic alpha diversity

Mean temperature and temperature seasonality had the stron-
gest effects on phylogenetic alpha diversity based on MPD 

and MNTD, compared to all other covariates (Table 1). As 
hypothesized, models based on MPD and MNTD revealed 
a hump-shaped relationship with mean temperature indicat-
ing phylogenetic clustering, i.e. more phylogenetically similar 
lineages within assemblages than expected by chance in warm 
and cold environments. However, contrary to hypothesis 2, 
models revealed a positive relationship with temperature sea-
sonality, with overdispersion in strongly seasonal environ-
ments, i.e. more phylogenetically dissimilar lineages than 
expected within assemblages (Fig. 2). Relationships between 
our alpha diversity measures and the other covariates are dis-
played in the Supporting information.

Phylogenetic beta diversity

Phylogenetic beta diversity based on MPD was mainly 
explained by mean temperature distance (Table 1), showing a 
significant positive trend (Fig. 2). The slope of the relationship 
was weak (Fig. 2), indicating a share of lineages in cold and 
warm environments throughout Europe. The model of phy-
logenetic beta diversity based on MNTD revealed the larg-
est effect size for temperature seasonality distance (Table 1). 
As for the model based on MPD, the slope of the relation-
ship was weak (Fig. 2), indicating a share of lineages in envi-
ronments with different extents of temperature seasonality. 
Relationships between our beta diversity measures and the 
other covariates are shown in the Supporting information.

Percent of species, genera, families and orders 
related to extreme temperature conditions 

Eight percent of all species occurred exclusively in cold 
(< 5°C) or warm (> 9°C) grid cells, respectively, and 4% 
in strong seasonal (continental) environments (Fig. 3, 
Supporting information). Associations with extreme tem-
perature environments were found mainly at genus level but 
rarely at family and absent at order level. The majority of 
species in extreme temperature environments belonged to 
families and genera with a broad temperature range, i.e. more 
than 85% of the species related to extreme temperature con-
ditions belonged to families and genera that included spe-
cies occurring outside the extreme environments. However, 
5% of all genera occurred exclusively in cold, 6% exclusively 
in warm and 9% exclusively in strong seasonal (continental) 
environments (Fig. 3). Finally, 2% of all families were exclu-
sively related to warm and 4% exclusively to strongly seasonal 
environments. No family occurred exclusively in cold envi-
ronments (Fig. 3, Supporting information).

Discussion

By considering phylogenetic relatedness among species, we 
found that mean and seasonal temperature are important 
drivers explaining the structuring of macrofungal fruiting 
assemblages across Europe. In support of our first hypothesis, 
we found that both warm and cold environments act as filters 
constraining the phylogenetic diversity of fungal communities 
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across temperate and boreal Europe. In contrast, we found 
no support for hypothesis 2; temperature seasonality did not 
reduce phylogenetic alpha diversity. A positive relationship 
between phylogenetic beta diversity with mean and seasonal 
temperature distance supports hypotheses 3 and 4. However, 
the weak relationship indicates that most coexisting species 
in extreme temperature habitats are recruited from phyloge-
netically diverse lineages across the phylogeny. Nevertheless, 
some species-poor families and genera appear exclusively 
related to extreme temperature environments (Supporting 
information, Fig. 3).

Phylogenetic alpha diversity

We observed phylogenetic clustering within assemblages 
at both ends of the mean temperature gradient (cold and 
warm environments), indicating niche selection for lineages 
adapted to such conditions. The effect seems slightly more 
pronounced at the cold than the warm end of the gradient, 
and this is in line with studies of butterflies (Pellissier et al. 
2013) and plants (Li et al. 2014). Cold temperatures, there-
fore, could act as an environmental filter that allows a limited 
number of macrofungal species from similar lineages to coex-
ist within assemblages (see Supporting information for results 
related to the species diversity).

We expected that strongly seasonal temperatures might 
also act as a filter similarly to temperature extremes at both 
ends of the mean temperature gradient. Seasonal and hence 
continental habitats are characterized by more extreme 
temperatures (cold and hot) and a higher temperature vari-
ability than mild temperature conditions in maritime areas 
(Xu et al. 2013). However, our results showed a strong posi-
tive response of phylogenetic alpha diversity with increasing 
seasonality (Fig. 2). This effect appeared to be even more pro-
nounced than effects of mean temperature, as indicated by 
the effect sizes (Table 1). Thus, within areas characterized by 
less pronounced seasonality (maritime conditions), phyloge-
netic diversity within assemblages was lower than expected 
(clustered), but grid cells characterized by a high level of 
seasonality (continental conditions) had larger phylogenetic 
diversity than expected (overdispersed). Furthermore, spe-
cies richness was also positively related to temperature sea-
sonality (Supporting information), in line with findings of 
Andrew et al. (2019). We can only speculate about the under-
lying mechanisms. One explanation might be that habitats 
with a more pronounced seasonality are characterized by a 
higher number of temperature niches summed across the year 
that allow more species to coexist from different phylogenetic 
lineages (MacArthur and Wilson 1967). In support of this 
explanation, experimental studies on fungal community 
assembly have shown species richness to increase under vari-
able rather than stable microclimatic (moisture) conditions 
(McLean and Huhta 2000). However, there is also broad sup-
port for climate variability (at small temporal scale, e.g. intra-
annual) causing decreases in species richness and community 
stability at different spatial scales (Zhang et al. 2018). More 
generally, intra-annual climate variability (seasonality) has Ta
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Figure 2. (A–D) Effects of mean temperature and temperature seasonality on phylogenetic alpha diversity. Alpha diversity plots represent 
partial effects from generalized additive models (GAM). Shaded areas represent the fitted smooth ± 2 standard errors. (E–H) Effects of 
mean temperature and temperature seasonality on phylogenetic beta diversity. Beta diversity plots are based on raw scatterplots and linear 
regressions of the distance matrices. Note that the 95% confidence level is not visible.
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been suggested as a hypothesis explaining large scale diver-
sity pattern (e.g. latitudinal-diversity gradient, LDG) (Pielou 
1975). However, this hypothesis was rejected by Currie 
(1991) and Rohde (1992). Instead, climate instability at a 
geological time scale is among the hypotheses which are still 
under discussion to explain the LDG (Jansson and Dynesius 
2002). However, the spatial scale of our study seems too 
small to contribute to the knowledge explaining the LDG. 
Further studies are needed to shed more light on the mecha-
nistic response of fungal diversity to climate variability.

Phylogenetic beta diversity

We found a weakly significant positive response of phyloge-
netic beta diversity based on MPD with mean temperature 
distance but not based on MNTD. MNTD is more sensi-
tive towards shallow nodes of the phylogenetic tree, while 
MPD is more sensitive towards deeper nodes (Webb  et  al. 
2002). Our finding, therefore, indicates an early adaptation 
of fungal lineages to mean temperature extremes. However, 
it is important to note that the strength of the relationship 
between species beta diversity versus temperature distance 
far exceeds the strength for phylogenetic beta diversity, 
indicating a stronger species- than phylogenetic turnover 
(Andrew et al. 2018, Supporting information). This finding, 
therefore, indicates that a broad range of lineages can occur at 
a wide range of temperatures, and contrasts with several plant 
studies showing a high phylogenetic turnover in beta diver-
sity with temperature distances (González-Caro et al. 2014, 
Qian et al. 2014). A weak relationship of phylogenetic beta 
diversity with mean temperature distance is further supported 
by our additional exploration of the distribution of species, 
genera, families and orders in extreme thermal environments. 

We found that no order was exclusively related to the cold-
est or warmest conditions (Fig. 3). Moreover, most species 
associated with cold or warm environments belong to fami-
lies and genera with broad temperature niches. However, the 
significant relationship between phylogenetic beta diversity 
and mean temperature distance was driven by a few families 
and genera, exclusively reported from the coldest or warmest 
environments. It is important to focus more closely on these 
taxa with psychrophilic capacities in future studies so as to 
learn more about climate adaption mechanisms. Adaptions 
might act at the genetic (e.g. genome or gene duplication) 
and phenotypic level (e.g. morphology of mycelia, fruit bod-
ies and spores) (Yusof et al. 2021). Recent studies at the mor-
phological level have shown that the size and the color of the 
fruit bodies of assemblages are correlated with the thermal 
environment. For example, mean fruit body size of assem-
blages are small in cold environments supporting the heat-
up-cool-down hypothesis (Bässler et al. 2021). Further, mean 
fruit body color lightness of assemblages are darker in cold 
environments supporting the thermal-melanism hypothesis 
(Krah  et  al. 2019). Finally, fungi isolated from the Arctic 
and Antarctic showed increased intracellular trehalose and 
polyol concentrations and unsaturated membrane lipids as 
well as secretion of antifreeze proteins and enzymes active at 
low temperatures suggesting physiological adaption to cold 
conditions (Robinson 2001). However, our knowledge of the 
breadth of genetic and phenotypic adaptations to cold envi-
ronments including all fungal modules (mycelia, fruit bodies, 
spores) is rather limited.

Our models revealed phylogenetic beta diversity based on 
MPD to be significantly related to mean annual temperature 
distance. In contrast, phylogenetic beta diversity based on 
MNTD was significantly related to temperature seasonality 

Figure 3. (A) Percent of species exclusively related to extreme cold (< 5°C) and warm (> 9°C) mean annual temperatures (bold frame). 
Below the bold frame, is the percent of species exclusively related to moderate mean temperatures (5–9°C). (B) Percent of species exclusively 
related to extreme continental (> 66 SD) temperature seasonality (bold frame). Above the bold frame, is the percent of species exclusively 
related to mild maritime seasonality (< 56 SD). Below the bold frame, is the percent of species exclusively related to moderate seasonality 
(56–66 SD). We used 2870 out of 2882 species for this exploration with information on the full taxonomy (genera, families, order).
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differences. Therefore, deeper and thus larger clades might 
reflect niche conservatism and basic biochemical or morpho-
logical adaptations (Cordero and Casadevall 2017, Krah et al. 
2019, 2021, Luo et  al. 2021) to be able to grow and fruit 
at different mean temperature environments, while shallow 
clades seem characterized by species with phenotypic plas-
ticity to cope with varying temperature environments. For 
example, for maritime coastal angiosperm tree assemblages, 
phylogenetic beta diversity based on MNTD showed a sig-
nificant relationship with the environment but not based on 
MPD, suggesting niche conservatism and dispersal limitation 
of more derived (recent) lineages explaining species assembly 
(Massante and Gerhold 2020). This underpins the impor-
tance of considering both MPD and MNTD in phylogenetic 
beta diversity studies to illuminate the role of evolutionary 
history in explaining the diversity pattern observed today.

Climate change implications

Our aim was to increase our understanding of macrofungal 
community processes along temperature gradients (based on 
fruit bodies). Therefore, we cautiously suggest implications 
for future assemblages and ecosystem processes. 1) With an 
increase in mean annual temperature, the observed envi-
ronmental filter at the cold edge of the gradient might, at 
least partly, diminish and fungal assemblages shift towards 
more dissimilar lineages. This process might result in a loss 
of cold-adapted species in more northern latitudes or at 
higher elevations. Examples of species related to cold envi-
ronments, which might be vulnerable to further warming, are 
Amylocystis lapponica, Phellopilus nigrolimitatus and Lentaria 
byssiseda (Supporting information). Alternatively, these spe-
cies may be able to track climate warming by shifting north-
wards and to higher elevations if suitable habitat conditions 
exist. Predictions of the biological response at the warm 
end of our gradient are speculative since our study does not 
cover the complete climate gradient available within Europe 
due to data limitations in southern Europe. More generally, 
we expect species that have narrow temperature niches to 
be particularly vulnerable to rising temperatures. 2) It has 
been suggested that with increasing temperature in winter, 
seasonality will diminish in cold regions (Xu  et  al. 2013). 
Changed seasonality may lead to a loss of cold-adapted spe-
cies and consequently to lower phylogenetic alpha diversity. 
3) The phylogenetic beta analysis revealed that few genera 
are exclusively related to cold environmental conditions 
and thus may be expected to be particularly vulnerable to 
climate change, similar to what is expected for tree species 
(Shooner et al. 2018). The clades observed in our study out-
side cold extremes might expand further as climate change 
continues. This has already been demonstrated for plant and 
animal species (Scheffers et al. 2016). 4) Fungal communi-
ties consist of members characterized by different lifestyles 
related to important ecosystem processes (e.g. primary pro-
duction, carbon and nutrient cycling via mutualist and decay 
fungi). Several studies have demonstrated significant rela-
tionships between fungal diversity and ecosystem processes 

(Fukami et al. 2010, Kahl et al. 2017, Averill  et al. 2019). 
These studies suggest that changes in fungal assemblages 
caused by climate change might also affect ecosystem pro-
cesses at a large scale. Even though speculative, a substitu-
tion of cold-adapted by warm-tolerant species may cause 
increased mycelial growth (Damialis  et  al. 2015) and thus 
decomposition rates (A’Bear et al. 2014), leading to increased 
CO2 emission via enhanced fungal respiration, potentially 
further increasing the global greenhouse effect.

Cautionary notes

1) Expectations of a change in fungal assembly processes 
caused by climate change might fall short when based only 
on environmental envelopes ignoring the ability of macro-
fungi to adjust their physiology to the changing conditions, 
i.e. to acclimate either via physiological adaption or by rapid 
evolution. Here, we suggest further experimental studies 
and the use of macroecological frameworks to account for 
evolution in predictive models (Diniz-Filho et al. 2019). 2) 
Our analyses were based on fruit body inventories but their 
presence does not perfectly reflect the presence and extend of 
mycelium. Thus, although our data set is extensive in space 
and time (Andrew  et  al. 2017), the mycelial community 
might not respond in exactly the same way to temperature 
gradients as indicated by our current results. Distribution, 
extend and species composition could now be determined by 
extracting DNA from soils. However, gathering molecular 
data, particularly at the same grain size (and extent), is not 
easy to achieve. Nonetheless, using both approaches in the 
future would allow deeper insights into fungal community 
dynamics in times of climate change. 3) Finally, the patterns 
we observed may not only be attributed to thermal selection 
but also dispersal limitation. Dispersal ability is expected to 
differ considerably among species (Golan and Pringle 2017), 
but it is unclear which species in our data set might be dis-
persal limited. Peay et al. (2012) suggested community-wide 
dispersal limitation at the kilometre scale for ectomycorrhi-
zal fungi, while Komonen and Müller (2018) concluded that 
wood-inhabiting fungi are not dispersal limited at landscape 
scale. Whether dispersal limitation contributes to explaining 
the diversity pattern at our scale is unknown. However, if we 
consider long time scales, dispersal limitation might become 
less important, as demonstrated by Geml et al. (2012). We, 
therefore, suggest that the fungal assemblage structure is 
related to the thermal environment.

Conclusions

Significant responses of the effect sizes of phylogenetic alpha 
and beta diversity based on null models to temperature 
mean and seasonality suggest that fungal assembly processes 
are deterministically structured by the thermal environ-
ment at the European scale. Our data further suggest that 
many species across lineages have evolved strategies to cope 
with extreme temperatures. In contrast, only some species-
poor genera seem to occur exclusively in extreme thermal 
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environments. If temperature regimes (mean and seasonal 
temperature) change further as predicted by climate models, 
we thus expect a re-organization of macrofungal assemblages. 
To further understand the response of macrofungal diversity 
to climate gradients in space and time, and the effects of this 
on ecosystem functioning, the following two questions par-
ticularly need to be addressed in future studies: 1) Which 
physiological (biochemical and morphological) adjust-
ments and adaptations allow a species to cope with climate 
extremes, focusing on both fruit bodies and the mycelium? 
2) Which ecosystem consequences, e.g. carbon and nutrient 
cycling, could be related to a loss of cold-adapted species in 
times of climate change?

Acknowledgements – We thank the Research Council of Norway 
for financial support (ES500181) and Dr Dag Endresen for 
dataset processing assistance. For providing digitized data: AT, 
The Austrian Mycological Society and Wolfgang Dämon; CH, 
<www.swissfungi.ch> and Peter Jakob; DE, Deutsche Gesellschaft 
für Mykologie (German Mycological Society) and Dr Martin 
Schmidt; DK, The Danish Fungal Atlas team and Tobias Frøslev, 
Thomas Læssøe, Jens. H. Petersen and Jan Vesterholt; EE, Estonian 
eBiodiversity database, Dr Kadri Pärtel, and Kessy Abarenkov; 
NL, the Netherlands Mycological Society (NMV) and A. van den 
Berg; NO, The Mycological Herbarium at the Natural History 
Museum (Univ. of Oslo); SI, The Slovenian Forestry Insti., the 
Central database of fungi in Slovenia, the Slovenian Mycological 
Association, and Dr Nikica Ogris; UK, <www.fieldmycology.net>. 
Finally, we are deeply indebted to the thousands of fungal recorders 
across the nations. Without their contributions, this research would 
not have been possible.

Author contributions

Claus Bässler: Conceptualization (lead); Formal analysis 
(lead); Methodology (lead); Visualization (lead); Writing 
– original draft (lead); Writing – review and editing (lead). 
Jacob Heilmann-Clausen: Conceptualization (supporting); 
Writing – review and editing (supporting). Carrie Andrew: 
Data curation (lead); Project administration (lead); Writing – 
review and editing (equal). Lynne Boddy: Writing – review 
and editing (equal). Ulf Büntgen: Writing – review and 
editing (equal). Jeffrey Diez: Writing – review and edit-
ing (equal). Einar Heegaard: Writing – review and editing 
(equal). Simon Egli: Writing – review and editing (equal). 
Alan C. Gange: Writing – review and editing (equal). Rune 
Halvorsen: Writing – review and editing (equal). Håvard 
Kauserud: Writing – review and editing (equal). Paul M. 
Kirk: Data curation (lead); Writing – review and editing 
(equal). Irmgard Krisai-Greilhuber: Investigation (equal); 
Writing – review and editing (equal). Thomas Kuyper: 
Investigation (equal); Writing – review and editing (equal). 
Jenni Nordén: Data curation (equal); Writing – review 
and editing (equal). Beatrice Senn-Irlet: Investigation 
(equal); Writing – review and editing (equal). Franz Krah: 
Conceptualization (supporting); Formal analysis (support-
ing); Writing – review and editing (supporting).

Transparent peer review

The peer review history for this article is available at <https://
publons.com/publon/10.1111/ecog.06206>.

Data availability statement

Data are available from the Dryad Digital Repository: <https://
doi.org/10.5061/dryad.8sf7m0crz> (Bässler et al. 2022).

Supporting information

The Supporting information associated with this article is 
available with the online version.

References

A’Bear, A. D. et al. 2014. Interactive effects of temperature and soil 
moisture on fungal-mediated wood decomposition and extra-
cellular enzyme activity. – Soil Biol. Biochem. 70: 151–158.

Abrego, N. et al. 2017. Understanding the distribution of wood-
inhabiting fungi in European beech reserves from species-spe-
cific habitat models. – Fungal Ecol. 27: 168–174.

Andrew, C. et al. 2017. Big data integration: Pan-European fungal 
species observations’ assembly for addressing contemporary 
questions in ecology and global change biology. – Fungal Biol. 
Rev. 31: 88–98.

Andrew, C. et al. 2018. Continental-scale macrofungal assemblage 
patterns correlate with climate, soil carbon and nitrogen depo-
sition. – J Biogeogr 45: 1942–1953.

Andrew, C. et al. 2019. Open-source data reveal how collections-
based fungal diversity is sensitive to global change. – Appl. Plant 
Sci. 7: e01227.

Averill, C. et al. 2019. Global imprint of mycorrhizal fungi on 
whole-plant nutrient economics. – Proc. Natl Acad. Sci. USA 
116: 23163–23168.

Bässler, C. et al. 2021. Global analysis reveals an environmentally 
driven latitudinal pattern in mushroom size across fungal spe-
cies. – Ecol. Lett. 24: 658–667.

Bässler, C. et al. 2022. Data from: European mushroom assemblages 
are phylogenetically structured by temperature. – Dryad Digital 
Repository, <https://doi.org/10.5061/dryad.8sf7m0crz>.

Bellard, C. et al. 2012. Impacts of climate change on the future of 
biodiversity. – Ecol. Lett. 15: 365–377.

Bryant, J. A. et al. 2008. Colloquium paper: microbes on mountain-
sides: contrasting elevational patterns of bacterial and plant diver-
sity. – Proc. Natl Acad. Sci. USA 105 Suppl. 1: 11505–11511.

Cavicchioli, R. et al. 2019. Scientists’ warning to humanity: micro-
organisms and climate change. – Nat. Rev. Microbiol. 17: 
569–586.

Cordero, R. J. B. and Casadevall, A. 2017. Functions of fungal 
melanin beyond virulence. – Fungal Biol. Rev. 31: 99–112.

Currie, D. J. 1991. Energy and large-scale patterns of animal- and 
plant-species richness. – Am. Nat. 137: 27–49.

Damialis, A. et al. 2015. Fungi in a changing world: growth rates 
will be elevated, but spore production may decrease in future 
climates. – Int. J. Biometeorol. 59: 1157–1167.

Davies, T. J. et al. 2011. The influence of past and present climate 
on the biogeography of modern mammal diversity. – Phil. 
Trans. R. Soc. B 366: 2526–2535.



Page 11 of 12

Diniz-Filho, J. A. F. et al. 2019. A macroecological approach to 
evolutionary rescue and adaptation to climate change. – Ecog-
raphy 42: 1124–1141.

Dormann, C. F. et al. 2013. Collinearity: a review of methods to 
deal with it and a simulation study evaluating their perfor-
mance. – Ecography 36: 27–46.

Fukami, T. et al. 2010. Assembly history dictates ecosystem func-
tioning. Evidence from wood decomposer communities. – Ecol. 
Lett. 13: 675–684.

Geml, J. et al. 2012. An arctic community of symbiotic fungi 
assembled by long-distance dispersers. Phylogenetic diversity of 
ectomycorrhizal basidiomycetes in Svalbard based on soil and 
sporocarp DNA. – J. Biogeogr. 39: 74–88.

Golan, J. J. and Pringle, A. 2017. Long-distance dispersal of fungi. 
– Microbiol Spectrum 5: 1–24.

González-Caro, S. et al. 2014. Phylogenetic alpha and beta diversity 
in tropical tree assemblages along regional-scale environmental 
gradients in northwest South America. – J. Plant Ecol. 7: 145–153.

Goslee, S. C. and Urban, D. L. 2007. The ecodist package for 
dissimilarity-based analysis of ecological data. – J. Stat. Softw. 
22: 1–19.

Gotelli, N. J. 2000. Null model analysis of species co-occurrence 
patterns. – Ecology 81: 2606–2621.

Graham, C. H. and Fine, P. V. A. 2008. Phylogenetic beta diversity: 
linking ecological and evolutionary processes across space in 
time. – Ecol. Lett. 11: 1265–1277.

Hagge, J. et al. 2019. Deadwood retention in forests lowers short-
term browsing pressure on silver fir saplings by overabundant 
deer. – For. Ecol. Manage. 451: 117531.

Jansson, R. and Dynesius, M. 2002. The fate of clades in a world 
of recurrent climatic change: Milankovitch oscillations and evo-
lution. – Annu. Rev. Ecol. Syst. 33: 741–777.

Kahl, T. et al. 2017. Wood decay rates of 13 temperate tree species 
in relation to wood properties, enzyme activities and organismic 
diversities. – For. Ecol. Manage. 391: 86–95.

Kauserud, H. et al. 2011. Mushroom’s spore size and time of fruit-
ing are strongly related: is moisture important? – Biol. Lett. 7: 
273–276.

Kembel, S. W. et al. 2010. Picante: R tools for integrating phylog-
enies and ecology. – Bioinformatics 26: 1463–1464.

Komonen, A. and Müller, J. 2018. Dispersal ecology of deadwood 
organisms and connectivity conservation. – Conserv. Biol. 32: 
535–545.

Krah, F.-S. et al. 2018. Evolutionary dynamics of host specialization 
in wood-decay fungi. – BMC Evol. Biol. 18: 119.

Krah, F.-S. et al. 2019. European mushroom assemblages are darker 
in cold climates. – Nat. Commun. 10: 2890.

Krah, F.-S. et al. 2021. Transcriptional response of mushrooms to 
artificial sun exposure. – Ecol. Evol. 11: 10538–10546.

Li, X.-H. et al. 2014. Phylogenetic clustering and overdispersion for 
alpine plants along elevational gradient in the Hengduan Moun-
tains Region, southwest China. – J. Syst. Evol. 52: 280–288.

Lindner, M. et al. 2010. Climate change impacts, adaptive capacity 
and vulnerability of European forest ecosystems. – For. Ecol. 
Manage. 259: 698–709.

Luo, L. et al. 2021. Heat stress in macrofungi: effects and response 
mechanisms. – Appl. Microbiol. Biotechnol. 105: 7567–7576.

MacArthur, R. H. and Wilson, E. O. 1967. The theory of island 
biogeography. – Princeton Univ. Press.

Massante, J. C. and Gerhold, P. 2020. Environment and evolution-
ary history depict phylogenetic alpha and beta diversity in the 
Atlantic coastal white-sand woodlands. – J. Veg. Sci. 31: 634–645.

Mauri, A. et al. 2017. EU-Forest, a high-resolution tree occurrence 
dataset for Europe. – Sci. Data 4: 160123.

McLean, M. A. and Huhta, V. 2000. Temporal and spatial fluctua-
tions in moisture affect humus microfungal community struc-
ture in microcosms. – Biol. Fertil. Soils 32: 114–119.

Michalet, R. et al. 2015. Competition, facilitation and environ-
mental severity shape the relationship between local and regional 
species richness in plant communities. – Ecography 38: 
335–345.

Michonneau, F. et al. 2016. rotl: an R package to interact with the 
open tree of life data. – Methods Ecol. Evol. 7: 1476–1481.

Oksanen, J. et al. 2020. vegan: community ecology package. – R pack-
age ver. 2.5-7, <https://CRAN.R-project.org/package=vegan>.

OpenTreeOfLife  et  al. 2019. Open tree of life synthetic tree. – 
Zenodo Digital Repository, <https://zenodo.org/
record/3937742#.Yvd9kBzP02w>.

Peay, K. G. et al. 2012. Measuring ectomycorrhizal fungal dispersal. 
Macroecological patterns driven by microscopic propagules. – 
Mol. Ecol. 21: 4122–4136.

Peay, K. G. et al. 2015. Lack of host specificity leads to independ-
ent assortment of dipterocarps and ectomycorrhizal fungi across 
a soil fertility gradient. – Ecol. Lett. 18: 807–816.

Pellissier, L. et al. 2013. Phylogenetic alpha and beta diversities of 
butterfly communities correlate with climate in the western 
Swiss Alps. – Ecography 36: 541–550.

Pielou, E. C. 1975. Ecological diversity. – Wiley, viii + 165 p.
Qian, H. et al. 2014. Phylogenetic structure and phylogenetic diver-

sity of angiosperm assemblages in forests along an elevational 
gradient in Changbaishan, China. – J. Plant Ecol. 7: 154–165.

Robinson, C. H. 2001. Cold adaptation in Arctic and Antarctic 
fungi. – New Phytol. 151: 341–353.

Rohde, K. 1992. Latitudinal gradients in species diversity: the 
search for the primary cause. – Oikos 65: 514.

Scheffers, B. R. et al. 2016. The broad footprint of climate change 
from genes to biomes to people. – Science 354: aaf7671.

Shooner, S. et al. 2018. Phylogenetic diversity patterns in Himala-
yan forests reveal evidence for environmental filtering of distinct 
lineages. – Ecosphere 9: e02157.

Stegen, J. C. et al. 2012. Stochastic and deterministic assembly 
processes in subsurface microbial communities. – ISME J. 6: 
1653–1664.

Stevens, R. D. and Gavilanez, M. M. 2015. Dimensionality of 
community structure: phylogenetic, morphological and func-
tional perspectives along biodiversity and environmental gradi-
ents. – Ecography 38: 861–875.

Tedersoo, L. et al. 2014. Fungal biogeography. Global diversity and 
geography of soil fungi. – Science 346: 1256688.

Tucker, C. M. et al. 2017. A guide to phylogenetic metrics for 
conservation, community ecology and macroecology. – Biol. 
Rev. 92: 698–715.

Ulrich, W. and Gotelli, N. J. 2013. Pattern detection in null model 
analysis. – Oikos 122: 2–18.

Urban, M. C. et al. 2016. Improving the forecast for biodiversity 
under climate change. – Science 353: aad8466.

Větrovský, T. et al. 2019. A meta-analysis of global fungal distribu-
tion reveals climate-driven patterns. – Nat. Commun. 10: 5142.

Wang, J. et al. 2012. Phylogenetic clustering increases with eleva-
tion for microbes. – Environ. Microbiol. Rep. 4: 217–226.

Webb, C. O. et al. 2002. Phylogenies and community ecology. – 
Annu. Rev. Ecol. Syst. 33: 475–505.

Wood, S. N. 2017. Generalized additive models. – Chapman and 
Hall/CRC.



Page 12 of 12

Xu, L. et al. 2013. Temperature and vegetation seasonality dimin-
ishment over northern lands. – Nat. Clim. Change 3: 
581–586.

Yu, H. et al. 2021. The critical role of tree species and human 
disturbance in determining the macrofungal diversity in Europe. 
– Global Ecol. Biogeogr. 30: 2084–2100.

Yusof, N. A. et al. 2021. Cold adaptation strategies and the poten-
tial of psychrophilic enzymes from the Antarctic Yeast, Glaci-
ozyma Antarctica PI12. – J. Fungi 7: 528.

Zhang, Y. et al. 2018. Climate variability decreases species richness 
and community stability in a temperate grassland. – Oecologia 
188: 183–192.


