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Abstract

1. Quantifying the impact of global change on biodiversity is a central focus of eco-
logical research, essential for guiding policy decisions and conservation manage-
ment strategies. Mountain ecosystems, recognized as early indicators of climate
change impacts and centres of exceptional biodiversity, can provide critical in-
sights into these biodiversity shifts. However, accurately assessing biodiversity
changes remains challenging due to limitations in data quality, particularly regard-
ing coverage over adequate temporal scales and fuzzy sampling strategies.

2. Here, we analysed more than 11million expert-verified occurrence records of
4250 plant species from the French Alps collected over the past 30years. Using
a robust detection framework to statistically correct spatiotemporal biases, we
quantified changes in species distributions, identifying winners (species expand-
ing their range) and losers (species contracting their range).

3. Our results indicate that approximately one-third of alpine plant species have
significantly expanded their distribution, while about 13% experienced range de-
clines since the '90s. Although species responses did not strongly correlate with
their floristic characteristics or IUCN status, expanding species were typically
characterized by high colonization ability (ruderal), rapid growth (acquisitive strat-
egies) and tolerance to higher temperatures (thermophilic). Despite a weak over-
all phylogenetic signal, winners or losers were disproportionately represented in
some families and genera.

4. Synthesis. This study advances our understanding of recent biodiversity changes
in mountain ecosystems, laying the groundwork for identifying underlying drivers

and supporting targeted future conservation initiatives.
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1 | INTRODUCTION

Maintaining the integrity and biodiversity of natural ecosystems is a
growing global concern, as reflected in initiatives such as the European
Green Deal, the EU Biodiversity Strategy for 2030, the Sustainable
Development Goals, and the Kunming-Montreal Global Biodiversity
Framework (GBF). Protecting terrestrial ecosystems, preserving their
biodiversity and restoring degraded ecosystems are essential for sus-
taining their contributions to people (e.g. carbon sequestration, food
supply, timber production and flood protection). Despite these efforts,
terrestrial biodiversity has continued to decline substantially over re-
cent decades (IPBES, 2019). Achieving the GBF targets, that is, stabilize
biodiversity loss by 2030 and foster the recovery of natural ecosys-
tems in the subsequent two decades, requires a robust framework for
identifying declining and expanding species, quantifying range shifts
and understanding the associated functional and evolutionary conse-
quences (Cardinale et al., 2018; Dornelas et al., 2019). Regional-scale
studies are increasingly recognized as pivotal in advancing progress
towards these targets Gonzalez et al. (2023).

Mountain ecosystems are critical sentinels of global change
Guisan et al. (2019), making them essential for studying biodiver-
sity dynamics. These ecosystems are characterized by pronounced
plant stratification along elevational gradients, historically shaped
by a combination of temperature and humidity. Over the past
~10,000years, this stratification has also been influenced by human
activities, including cycles of settlement and land abandonment
(Gehrig-Fasel et al., 2007; MacDonald et al., 2000). The stratifica-
tion of vegetation along these gradients significantly impacts other
components of the local biodiversity, influencing both above-ground
communities Martinez-Almoyna et al. (2024) and below-ground sys-
tems (Calderén-Sanou et al.,, 2024). Together, these components
provide essential services for human well-being in mountainous re-
gions, such as carbon sequestration, timber production and pastures
(Bardgett & van der Putten, 2014; Delgado-Baquerizo et al., 2020).

Due to their unique environmental contexts, mountain ecosys-
tems world-wide host exceptionally high levels of plant biodiver-
sity (Rahbek et al., 2019), with many endemic species and a diverse
array of life forms. Higher alpine belts, for instance, are dominated
by a few plant families that have evolved traits to tolerate low tem-
peratures (Qian et al., 2021), which could make them particularly
susceptible to ongoing climate change (Chen et al., 2011; Lenoir
et al., 2008). Extreme environmental conditions have historically
protected mountain ecosystems from biological invasions. However,
growing human appropriation of landscapes and climate change are
now driving shifts in plant distributions. While an increase in plant
richness on high latitude (Myers-Smith et al., 2011) and high eleva-
tion is well-documented (Lamprecht et al., 2018; Pauli et al., 2012;
Steinbauer et al., 2018), extinctions at lower elevations are progress-
ing more slowly (Alexander et al., 2018). Despite evidence of upward
shifts for certain species, a comprehensive assessment of distribu-
tion changes across all species remains lacking.

The detection of species change forms a cornerstone of the
detection-attribution framework advocated by GEO-BON Gonzalez

et al. (2023). Detection of vegetation change is usually assessed via
changes in species coverage or frequency (Klinkovska et al., 2024).
Robust estimates require large historical datasets with high spatial res-
olution. For instance, Jandt et al. (2022) used data from long-term re-
peated vegetation-plot records to report more losses than gains in the
German flora over the last century, which corroborates the findings
of Timmermann et al. (2015) in the Danish flora. These analyses also
offer a means to assess the current conservation of declining species.
Klinkovska et al. (2024) used data on the Czech flora, collected over the
past six decades, to determine whether expanding species are invasive
or opportunistic colonizers responding to climate change (Eichenberg
et al., 2021; Jandt et al., 2022). These insights are vital for strength-
ening biodiversity protection and restoration, particularly at regional
scales where conservation efforts are most effective.

Beyond identifying species that lost or gained territory over the
past decades, the ability to profile which species are expanding or con-
tracting their ranges but also whether some clades show distinct shift-
ing patterns may provide a deeper understanding of the underlying
mechanisms behind observed changes and may allow better predic-
tion of future changes (Lavergne et al., 2010). Trait-based and phylo-
genetic approaches offer a particularly valuable framework for this.
Functional traits—morphological and physiological characteristics of
plants that affect their fitness (Violle et al., 2007)—can be used to bet-
ter understand species' functional strategies and their variation along
environmental gradients (Garnier et al., 2015). For instance, traits
provide insights into a species' tolerance for temperature extremes,
humidity fluctuations or resource conservation strategies (Lavorel &
Garnier, 2002). Revealing that winner species exhibit specific com-
binations of traits, such as those adapted to warmer conditions or
frequent disturbances, can help elucidate the mechanisms behind
biodiversity changes. For example, Guo et al. (2018) linked colonizing
species to ruderal strategies, that is, species with a rapid completion
of the life cycle and benefiting from disturbances (Grime, 1977), while
Henn et al. (2024) associated winners with acquisitive trait strategies,
which are species with faster growth but lower stress tolerance (Reich
et al., 1997). However, the relationship between functional traits and
species temporal trends may vary depending on life forms (Delalandre
et al., 2023). Nevertheless, some traits seem to be key to better un-
derstand plant responses to warmer temperature such as plant height
(Bjorkman et al., 2018; Maes et al., 2020; Timmermann et al., 2015) or
specific leaf area (Guittar et al., 2016; Venn et al., 2011) as those traits
reflect both competitive ability and resource capture and retention
trade-offs (Reich, 2014). While conceptually it makes sense that func-
tional traits should be able to predict winners and losers under climate
change, empirical evidence is mixed. Some studies found support for a
relationship between the trends of species and their functional traits
(Khn et al., 2021; Pinho et al., 2025; Soudzilovskaia et al., 2013), while
others did not (Garcia Criado et al., 2023). Wiens et al. (2010) sug-
gested that traits shaping species' ecological niches are often phylo-
genetically conserved, which implies that responses to climate change
could be too (Burns & Strauss, 2011). While bird population declines
have shown strong phylogenetic signals (Davis et al., 2010; Lavergne
et al.,, 2013), evidence for plants remains sparse. Building models that
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predict winner and loser species from their functional traits and phy-
logeny can become important tools for management to anticipate fu-
ture changes.

In this paper, we address the challenge of identifying, quantify-
ing, characterizing winning, stable and losing plant species over the
last 30years across the French Alps. To achieve this, we leveraged
an extensive semi-structured plant dataset encompassing approxi-
mately 4250 species sampled over the past 30years by expert bota-
nists. This dataset represents about 60% of the total plant diversity
in France and captures the entire plant diversity of the French Alps.
To correct for temporal and spatial sampling biases, we employed
the Frescalo method (Hill, 2012) to generate unbiased time series
at the species level, while accounting for associated uncertainties.
Using a Bayesian framework, we then quantified temporal trends
and then classified species as winners, losers or stable. We expected
more species to gain distribution area than to lose area (Finderup
Nielsen et al., 2019; Jandt et al., 2022), given that the climate be-
comes overall more favourable for plants in the French Alps (i.e.
warmer temperatures) and grazing pressure decreases in some areas
(i.e. land abandonment). Additionally, we examined the distribution
of these species across families to identify those that are dispropor-
tionately losing area and, potentially, species in the long term. Using
a molecular species-level phylogeny of the European Alps, we fur-
ther tested whether loser and winner species show specific phyloge-
netic patterns, which could jeopardize or benefit entire clades. After
identifying taxonomically and phylogenetically area-gaining and
losing species, we characterized the biogeographic status of these
species. We expected species with high [IUCN conservation status to
be over-represented in the group of species losing distribution area,
and invasive species to be over-represented in the group of winner
species. We also tested Grime's strategies (Grime, 1977), with the
expectation that ruderal species colonizing newly disturbed areas
would be more likely to be winner species (Klinkovska et al., 2024).
Finally, we employed a trait-based modelling approach based on ma-
chine learning to assess whether the observed species trends can be
predicted based on functional traits. We hypothesized that species
exhibiting rapid growth and higher tolerance to elevated tempera-
tures (thermophilous species; De Frenne et al., 2015) would show
increasing trends. Through this integrative framework, our study
provides critical insights into temporal plant dynamics, offering a
robust foundation for understanding and predicting biodiversity
changes in mountain ecosystems.

2 | METHOD

2.1 | Datacompilation

2.1.1 | Study area

This study was carried out in the French Alps and its surroundings

(Figure S1), a region spanning 61,000km? and characterized by
diverse environmental conditions due to the interplay of continental,
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oceanic and Mediterranean climate influences, coupled with
steep altitudinal gradients. Elevation ranges from sea level up to
4810ma.s.l.,, and mean elevation is approximately 848 ma.s.l. For the
purpose of this study, we gridded the area by 2728 pixels of 5x5km
and used botanical and environmental data at this resolution.

2.1.2 | Plant distribution data

Our research questions focused on the vascular plant species of the
French Alps (Alpine convention), but we wanted to account for their
wider distribution, especially towards Mediterranean ecosystems.
We thus chose a two-step approach. We first selected the 4250
species well-represented in the recently compiled and cleaned
vegetation databases of the National Alpine Botanical Conservatory
(CBNA), which contains nearly 7,080,000 plant data points collected
in the French Alps between 1992 and 2022 (http://simethis.eu/).
We then combined the CBNA database with the database of the
National Mediterranean Botanical Conservatory (CBNMed) covering
the region between the Alps and the Mediterranean for the selected
mountain species. These two databases integrate three types
of data including (occurrence records, plant relevés and archival
records), with the first two information sources accounting for 97%
of the information. Plant occurrence data and plant relevés were
collected by CBNA and CBNMed botanists across a grid composed
of 5x5km? cells. The sampling was designed to systematically cover
as many different habitats as possible within each grid cell, ensuring
a representative capture of species diversity and distribution.
The 5,960,000 occurrence records entering the database contain
information on the presence of species in a specific location and
year (see Figure S1 for spatiotemporal distribution of data points;
4,010,000 occurrences from CBNA and 1,950,000 occurrences
from CBNMed). The 3,550,000 plant community relevés were
sampled in homogenous plots with smaller plots of only 10m? in
heterogeneous habitats and larger forest plots of up to 1000m?
and contain information on exhaustive species lists in a specific
location and year (see Figure S1; 3,060,000 relevés from CBNA and
490,000 relevés from CBNMed). Finally, additional archival sources,
including herbarium records, bibliographic sources, and manuscript
notes, provide supplementary historical information. Overall, our
combined dataset contains information on 4250 mountain plant
species, following the standardized taxonomic nomenclature of
TAXREF (2025), and 9,510,000 observations throughout the French
Alps extending to the Mediterranean (see Figure S1). The dataset
underwent rigorous validation through expert consultations with

taxonomists and field biologists.
2.1.3 | Plant characteristics
To better profile winning and losing species, we first classified them

based on large-scale geographic distribution such as floristic and
conservation status, followed by plant strategies such as Grime's
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CSR strategies (Grime, 1977), Landolt indices (Landolt, 1977,
Landolt et al., 2010), and specific functional traits. Therefore, for
our 2043 focal species (which correspond to the species for which
we get all trait values), we extracted the Raunkiaer's life-form
classification (i.e. herb, graminoid, shrub and tree; Raunkiaer, 1934)
from the TRY database (Kattge et al., 2020), the most critical IUCN
regional conservation status (i.e. least concerned, near-threatened,
vulnerable, endangered, critically endangered; IUCN, 2022), and
floristic status (i.e. natives, archaeophytes (introduced before 1492),
and neophytes (introduced after 1492)) from the simethis database
(http://simethis.eu/). We also measured plant commonness as the
sum of the number of sites where the species was recorded at least
once. We also used functional trait measurements conducted across
the French Alps, available from (Brun et al., 2022), complemented by
the TRY database (Kattge et al., 2020) for a few missing data points
(see Deschamps et al., 2023). We selected six traits to represent the
global spectrum of plant form and function (Diaz et al., 2016): height
(H), stem-specific density (SSD, only considered for shrub and tree
species), leaf area (LA), specific leaf area (SLA), leaf nitrogen content
per area (Nmass) and seed mass (SM). Plant height is associated with
the ability to capture light resources and disperse diaspores (Diaz
et al.,, 2016). SSD indicates a trade-off between growth potential
and the risk of mortality from biomechanical or hydraulic failure
(Diaz et al., 2016). LA has strong implications for leaf energy and
water balance (Wright et al., 2017), while SLA reflects a trade-off
between carbon gain and longevity (Wright et al., 2004). Nmass
concentrations serve as indicators of plant photosynthetic capacity
and resource use strategy (Wright et al., 2004). Finally, seed mass
reflects a trade-off between seedling survival and colonization
ability in space and time (Moles & Westoby, 2006). Importantly,
these traits are not independent from each other but correlate
along axes of plant ecological strategies. For example, the H-SM
dimension could be seen as reflecting the r (colonization) versus K
(exploitation) continuum (Salguero-Goémez, 2017), while the leaf
mass per area (LMA; inverse of SLA)-Nmass dimension reflects
the acquisitive-conservative continuum (Grime et al., 1997; Wright
et al, 2004). The interpretation of these functions based on
functional traits may vary considerably across plant life forms (i.e.
trees, shrubs, herbs, graminoids), particularly given the substantial
trait variability within each life form group (Wright et al., 2004).
Thus, all traits were log-transformed and rescaled within each life
form. Using three functional traits such as leaf area, leaf dry matter
content and specific leaf area, we estimated the proportion of C,
S, and R strategies (i.e. competitive, ruderal, stress-tolerant or
mixed, sensu Grime, 1977) of each species, following the algorithm
of Pierce et al. (2017). We ensured that the algorithm produced
consistent results by comparing the CSR proportions with qualitative
information on CSR from the Androsace database (https://andro
sace.osug.fr/home). Additionally, we included four Landolt indices
(Landolt, 1977; Landolt et al., 2010). These indices classify species
based on their light tolerance (light), temperature preference (temp),
soil moisture (moisture) and soil nutrient preference (nutrient). Each
index is scored on a five-point scale, where 1 represents low and 5

high preferences. These indices were analysed as numeric variables
within our model. To analyse the distribution of winner and loser
species along the phylogenetic tree of life, we used the recent
molecular species-level phylogeny of the European Alps, sourced
from the PhyloAlps project (http://phyloalps.org/, see Appendix S1).

2.2 | Statistical analyses

The aim of our statistical analyses was threefold: First, we aimed
at removing spatiotemporal biases from our semi-structured plant
database caused by heterogeneous sampling in space and time.
Second, we used the corrected temporal trends to identify species
gaining (i.e. winning trends) or losing in the distribution area over
time (i.e. losing trends), while propagating uncertainties from the
first step. Third, we linked the identified winning and losing trends
to species' characteristics, traits, and taxonomy and phylogeny.

First, to correct for spatiotemporal biases in the plant distribu-
tion data, we applied the local frequency scaling approach of the
Frescalo algorithm (Hill, 2012), which provides, as far as possible, an
unbiased estimation of temporal species trends. Frescalo comprises
two main steps: a first step to correct for spatial sampling biases and
a second step to correct for temporal sampling biases (Hill, 2012)
and has been successfully used in previous studies of vegetation
change (e.g. Auffret & Svenning, 2022; Eichenberg et al., 2021; Fox
et al., 2014; Montras-Janer et al., 2024). For the correction of spatial
biases, each 5x5km pixel is assigned a neighbourhood defined as
the 100 most ecologically similar sites selected from the 200 geo-
graphically closest sites. Ecological similarity was assessed in terms
of climatic, edaphic and geologic similarities (see Appendix S2). This
correction adjusts rank-frequency curves across the neighbourhood
to standardize sampling intensity. To correct for temporal biases in
sampling intensity, we aggregated the data into six 5-year periods
spanning from 1992 to 2022. Frescalo then estimates the relative
frequency of each species across the entire study area for each time
period based on a chosen set of reference species. Ultimately, the
approach provides an estimate of species frequency for each time
period together with an estimation of the uncertainty around these
estimates (see Appendix S2 for full details of the methods and pa-
rameter values).

Second, we estimated species trends and identified winning and
losing species from the Frescalo time series. In order to propagate
the uncertainties from the Frescalo estimates, we used Bayesian
generalized linear multilevel models (brms R package, Birkner, 2021).
Specifically, we included estimates of species frequencies as the re-
sponse and year as a continuous predictor and added the standard
error of the species frequency from Frescalo as a measurement
error. In a first step, species were classified into three catego-
ries based on temporal trends: winners, losers and non-significant
change. Species were considered winners if their estimated slope
was positive and both bounds of the 95% confidence interval were
greater than zero. Conversely, species were defined as losers when
the slope was negative and the entire 95% confidence interval fell
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below zero. Species whose 95% confidence interval overlapped
zero were categorized as showing non-significant change. This lat-
ter group includes both species with genuinely flat trends and those
with strong but uncertain trends due to high variability. To distin-
guish between these two cases, a second model was applied spe-
cifically to the species initially classified as showing non-significant
change. To do so, we compared two models for each species: Y~1
(stable) and Y~Year (non-significant change; where Y corresponded
to the species frequency). The models were compared using the
WAIC index, and the one with the lowest AIC was selected. If the
Y~year model was selected and the slope was significant, the spe-
cies was classified as a winner (significant positive slope) or loser
(significant negative slope); otherwise, the species was classified as
showing non-significant changes. If the Y~1 model was retained, the
species was classified as stable. Finally, 6% of species only had a sin-
gle frequency estimate value above zero in the Frescalo series and
were thus classified as data deficient. Therefore, we finally got five
groups of species such as ‘winners’, ‘losers’, ‘stable’, ‘non-significant
changes’ and ‘data deficient’. Hereafter, we focused only on winners,
losers and stable species. Non-significant change species (30% of
species), while showing some of the steepest slopes, were excluded
from the trait-based analyses because these slopes were either due
to outlier data or idiosyncratic responses over time. Additionally, we
calculated an error corresponding to the width of the confidence in-
terval around each slope, where wider intervals indicated greater
uncertainty in the trend estimate.

As a visualization of our winner, loser and stable species, their
temporal trends and their spatial distribution, we provided summary
atlases and a web application (https://frescalo.osug.fr/) for stake-
holders. The experts verified whether the trends identified by our
model aligned with their field observations and expectations. For
over a 100 species randomly selected, botanical experts completed
a table indicating whether the trends we observed were consistent
with their knowledge. Overall, this validation confirmed that the
model was reliable for most species. However, the feedback also
revealed limitations of the model for certain species groups. For ex-
ample, vernal species, for which sampling efforts have significantly
declined in recent years, were less accurately modelled. Similarly,
species under heavy grazing pressure, which experts anticipated to
decline, were not always effectively captured by the model, poten-
tially due to lag effects. This exchange with experts was maintained
throughout the study and was key to better interpret results of the
model.

Third, we aimed to profile the winning and losing species to
see whether certain commonly measured characteristics would
provide some understanding of the temporal dynamics. Due to
the greater uncertainty in slope estimation for data-deficient and
non-significant change species, we focused only on winners, losers
and stable species with available trait information (n=1366). This
approach ensured that our interpretation was more representative
of the observed temporal changes. We first investigated the ef-
fects of plant commonness using a linear model, and the protection
(IUCN), biogeographic status and the Grime's strategies (i.e. CSR,

BRITISH 5
Egggltgg;w Journal of Ecology

Grime, 1977) using chi-squared tests. Then, we tested whether win-
ning and losing species could be predicted based on species' traits
and Landolt indices using random forest models with the estimated
trend as the response variable (caret package, Kuhn, 2008). Random
forests are well suited for this analysis because they make minimal
assumptions about the shape of the relationships between species'
trends and their traits and can also account for collinearity between
predictor variables. As the number of species was unevenly distrib-
uted across life forms and to better disentangle the trait effects for
each life form, we ran separate random forest models for each life
form (tree, shrub, herb and graminoid). To assess the predictive per-
formance of these models, we used a fivefold cross-validation. We
randomly split data into five equally sized sets. A model was trained
on 80% (i.e. fourfold over 5) of the data (training set) and used to pre-
dict species' trends in the remaining 20% (test set). This process was
repeated five times for each partition. The predictions from the five
test sets were combined to assess model performance. Performance
was evaluated using both the R? metric and the Spearman correla-
tion coefficient between predicted and hold-out observed values.
The R? allows us to assess the proportion of variation in the pre-
dicted values that is explained by the observed values, while the
Spearman correlation allows us to test whether the model predicts
well the ranks of species temporal trends. Finally, we extracted vari-
able importance scores and generated partial dependence plots (iml
package, Molnar et al., 2018). In addition to the statistical tests of
the random forest models, we also performed a principal component
analysis (PCA) on all traits and Landolt indicators for all species. In
this analysis, we considered all species together because we wanted
to map the functional shifts both between life form and between
winner and loser species of each life form. Unlike the random forest
model, PCA assumes that each trait corresponds to a single multivar-
iate normal distribution with equal variance across niches. We used

R version 4.4.1 for all analysis.

3 | RESULTS

Of the 4250 plant species studied, about a third (1299 species)
significantly increased (‘winners’ hereafter), and 13% (563 species)
significantly decreased their distribution over the past 30years
(‘losers’ hereafter; Figure 1). The remaining species showed no change
over time (860 species), non-significant trends (1256 species), or we
did not have sufficient data for any robust conclusions (272 species).
Moreover, winning trends tended to be stronger (median=0.009,
interquartile range=0.007) than losing trends (median=-0.007,
interquartile range=0.005). All species trends are available within
an online app (https://frescalo.osug.fr/).

We found no relationship between winning and losing trends and
overall species' commonness (Figure 1c). Also, winning and stable spe-
cies were evenly distributed across different conservation statuses (X2,
p<0.01). Yet, somewhat unexpectedly, losing species were more fre-
quently found among those with lower conservation status (i.e. least
concern and near-threatened vs. vulnerable, endangered, critically
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FIGURE 1 Estimated temporal trends in species frequency over the last 30years (1992-2022) for 4250 species (a), error in trend
estimates (b) and species' commonness (c) plotted against species identities. Errors are estimates of the width of the trend confidence
interval and represent a measure of uncertainty. Significant winners are shown in green, stable species in grey, and losers in purple. The
boxplots illustrate the range of winning, losing and stable species. Species with missing data or no significant change are displayed in white
for clarity (see Figure S2 for a figure with all species). Species change over time can be explored in detail at https://frescalo.osug.fr/.

endangered; X2, p<0.001, Figure S3b). Furthermore, losing species
were predominantly found among native species and much less among
neophytes and archaeophytes (Figure S3c), but note that non-native
species accounted for only 3% of all studied species (126 species).

There was no phylogenetic signal of past winning and losing
trends across the entire phylogeny (1=0.07, see Appendix S1).
However, some families were dominated by winners, for example,
Orchidaceae, Papaveraceae (69% and 56%, respectively), while others
were dominated by losers, for example, Caprifoliaceae and Saliaceae
families (61% and 52%, respectively). This was also true at the
genus level, with the Orobanche (79%), Trifolium (62%), Vicia (59%),
Medicago (57%) and the Poa (56%) genera mostly dominated by win-
ner species, and the Salix and Epilobium genera mostly dominated by
loser species (72% and 53%, respectively; Figure 2).

We then investigated whether species with winning versus los-
ing trends differ in their functional strategies, starting with the Grime
strategies. We found that winners and losers were not equally distrib-
uted among Grime's functional strategies (x?, p<0.001). From loser
over stable to winning species, the proportion of ruderal strategies (R)
increased, while competitive (C) and stress-tolerant strategies (S) de-
creased (Figure 3). In the next step, we used plant functional strategies
and Landolt preference indices to predict species temporal trends. The
regression models predicted species trends moderately well. Graminoid
species were the best-predicted group (R>=0.31; Figure 4a), whereas
shrubs had the lowest prediction accuracy (R?*=0.14; Figure 4a).
Herbaceous and tree species fell in between, with R? values of 0.16

and 0.17, respectively (Figure 4a). While the shrub model tended to
underpredict winner species (see Figure S4), the herb and graminoid
models tended to overpredict loser species (see Figure S4). When fo-
cussing on the rank order of species trends, and not trend value quan-
tifications, graminoid species were best predicted (p=0.59), followed
by herbs (p=0.44), trees (p=0.43) and shrubs (p=0.34).

The most important functional traits for predicting species tem-
poral trends differed between the four growth forms. Landolt's
temperature preference was a key trait for trees, graminoids and, to
a lesser degree, for herbs (Figure 4b). For these species, increasing
temperature preferences were associated with positive past tempo-
ral trends. Specific leaf area was particularly important for shrubs and
herbs (Figure 4b). For herbs, SLA seemed positively related to species
trends although this trend is weak. Similarly, for shrubs, high SLA val-
ues were associated with more positive changes in species frequency,
but the relationship was non-linear, with the most declining species
having intermediate SLA values (Figure 4c). However, for both shrubs
and herbs, the relative responses of SLA remained weak. Furthermore,
temporal changes for trees and herbs were influenced by plant height
(Figure 4c). However, while taller trees were winners, taller herbs were
losers. Temporal trends of shrubs were negatively influenced by SSD
and positively influenced by LA (Figure 4c). Finally, herbs with lower
seed mass were stronger winners (Figure 4c).

We finally mapped and explored the positions of winner and loser
species in multifunctional trait space (Figure 5; Figure S5). We did this
for the four life forms together as the main purpose was to visualize the
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FIGURE 2 Proportion of winner, loser and stable species within each family (a). The y-axis shows the family ranked by the proportion of
winner, loser and stable species (x-axis) associated with the number of species (log, b) within each family. Winners are shown in green, stable
and losing species in grey and purple respectively. For presentation purposes, we presented families that included at least 10 species. See

Figure Sé for the entire dataset.

overall shifts (Figure 5; Figure S5). The first three axes of the trait space
accounted for 55% of the total variation, with the first axis explaining
23% of the variation and being dominated by plant height and seed
mass, the second axis explaining 20% and driven by SLA and moisture,
and the third axis explaining 12% and being primarily influenced by
temperature (Figure 5c). We observed that the functional space was
clustered by life form, with the exception of graminoids, which cov-
ered a broader central area (Figure 5). The functional space of winning
and losing trees (and partly shrubs) was well-separated along the first
axis, with winners being taller (Figure 5a), while winners and losers of
shrubs, graminoids and herbs were differentiated along the second
axis, with winners having higher SLA (Figure S5). We also observed
a clear distinction in temperature tolerance between the functional
spaces of winner and loser herb species (Figure S5C), with species hav-

ing higher temperature tolerance being more likely to be winners.

4 | DISCUSSION

The French Alps host a remarkably diverse and unique pool of plant
species. Understanding how their frequencies have changed over
the past three decades is crucial for assessing biodiversity dynamics.

Leveraging a unique dataset and correcting for biases with statistical
methods, our study found that 56% of the 4250 species showed
no clear trend, including 20% with stable frequencies, 30% with
idiosyncratic responses, and only 6% with insufficient data. Of the
remaining species, three-quarters were winners and one-quarter
were losers, 31% and 13% of the total, respectively. Importantly,
even though the tendency of species to gain or lose in their
frequencies over the French Alps was not simply explained by one
or two key plant features, it could still be moderately well modelled
by the combination of the different information we have on these
species. Notably, ruderal species were more likely to be winners
while species' commonness, invasion status and protection status
were not linked to winning tendencies. Declining species were more
likely to display Grime's competitive strategies, to be native and of
low conservation concern, while commonness was not important.
However, these broad classifications do not capture finer trait-
based strategies. By incorporating functional traits, we identified
general patterns: winning species tended to be taller, tolerate higher
temperatures, exhibit more exploitative leaf strategies and display
greater drought resistance. While certain plant families and genera
contained clusters of winners or losers, phylogeny as a whole was
not a strong predictor of temporal trends.
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FIGURE 3 Relative proportion (%) of C, S and R strategies per species. Little dots represent individual species and the large dots
surrounded by black represent centroids of the winner (green), loser (violet) and stable (grey) species.

We identified more winners than losers in the French Alps, a
pattern that contrasts with findings from Eichenberg et al. (2021),
Jandtetal. (2022) and Jansen et al. (2019), who reported widespread
declines in German flora, as well as Timmermann et al. (2015), who
observed similar trends in Denmark. However, our results align with
those of Finderup Nielsen et al. (2019) and Klinkovska et al. (2024),
who found that species losses in Czech and Danish flora, respec-
tively, were offset by significant species gains. These discrepan-
cies highlight that plant responses to environmental changes vary
considerably across Europe, with particularly pronounced shifts
in mountainous regions (Thuiller et al., 2005). Mountain regions
have been widely documented as areas of rapid floristic change,
with many species shifting their ranges to higher elevations (Lenoir
et al.,, 2008; Pauli et al., 2012; Steinbauer et al., 2018; Vitasse
et al., 2021; Vittoz et al., 2008), especially to track isotherm shifts
(Chan et al., 2024). However, plant responses to climate change are

also often delayed (Alexander et al., 2018; Bertrand et al., 2011,
Svenning & Sandel, 2013), with longevity and long-term indirect
competitive interactions fostering extinction lags and dispersal
limitations hindering leading range edge expansions (Alexander
et al., 2018). Moreover, Dullinger et al. (2012) suggested that de-
layed Holocene recolonization still shapes alpine plant distributions.
While many species in mountain ecosystems are expanding their
ranges at the leading edges (i.e. winners; Alexander et al., 2018), rel-
atively few are already being replaced (i.e. losers), apart from a few
high-elevation species that lack the possibility of further upslope
expansion (Alexander et al., 2015; Finderup Nielsen et al., 2019).
Consequently, the observed dominance of winner species in our
study may be explained by plant upslope shifts that are more rapid
than population extinctions at the trailing edge.

Our study revealed that one-third of the plant species analysed

exhibited non-significant changes over time. While most studies

FIGURE 4 Prediction of trends in species frequency by functional traits and Landolt preference indices for each growth form. Random
forest power (a) using the linear correlation coefficient (R?) and the Spearman rank correlation test between predicted and observed values
(see Figure S4) for each life form (i.e. tree, shrub, herb and graminoid). Variable importance for each trait and growth form (b). The y-axis
represents the importance of each trait, ranked from most to least important (x-axis). Partial response plot for the most important variable
for each growth form (c). While the x-axis shows the scaled trait values, the y-axis corresponds to the temporal trend slope (positive values
correspond to winner species). Regression lines show the predictions of generalized additive models (GAMs).
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FIGURE 5 Partitioning of plant trait space across tree (a), shrub (b), herb (d) and graminoid (e) species. The first dimension (x-axis)
captures plant height and seed mass with a total of 24% of the variation, while the second dimension (y-axis) captures SLA and light
tolerance with a total of 20% of the variation (c). The purple contour corresponds to the loser species, while the green contour shows the

winner species.

categorized species into three groups—winners, losers and stable
(e.g. Finderup Nielsenetal.,2019), or only into winners and losers (e.g.
Eichenberg et al., 2021; Jandt et al., 2022; Klinkovska et al., 2024;
Timmermann et al., 2015), we proposed to add the new category of
‘non-significant change species’ in order to appropriately consider
uncertainty and error propagation from the underlying long-term

but biased data. Uncertainty is often under-considered, which can
lead to misinterpretation of the observed trends. In our study, spe-
cies classified as showing non-significant changes were often those
with the most extreme trends when using classical regression slopes.
Without accounting for uncertainty, these species would have been
misidentified as the strongest winners or losers in our dataset. Upon
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closer examination, these species were typically either rare, and thus
subject to higher uncertainty, or species displaying non-linear tem-
poral trends or idiosyncratic trajectories over time. Consequently,
we argue that incorporating trend uncertainty into the detection
process (Dornelas et al., 2013; Johnson et al., 2024) is crucial for ac-
curately communicating the ‘real’ trends of the species (see Johnson
et al., 2024; Pescott et al., 2022 for methodological suggestions).
This approach is fundamental to improving the reliability of biodi-
versity trend assessments. Moreover, our study area encompasses a
vast region influenced by numerous factors, both climatic (e.g. tem-
perature, drought) and anthropogenic (e.g. land use). However, these
factors often exert highly localized and heterogeneous effects. For
instance, a watershed that has been entirely abandoned from a pas-
toral perspective experiences a significant reduction in grazing pres-
sure, leading to ecological dynamics that may diverge sharply from
those observed in the rest of the territory. This spatial variability
applies to all drivers, resulting in contrasting trajectories within the
same region. Such heterogeneity inevitably increases uncertainty in
ecological trends estimation at large spatial scales, making it crucial
to consider this uncertainty as valuable information in itself. Despite
these strong spatial variations, it is particularly encouraging to note
that for approximately 65% of the species studied—whether declin-
ing, increasing and stable—trends can be determined with a high
degree of confidence. This robustness of conclusions, despite ter-
ritorial disparities, highlights the relevance of the approach used to
analyse large-scale ecological dynamics.

Past research shows that plant responses to environmen-
tal changes can be idiosyncratic (Alexander et al.,, 2018; Lenoir
et al., 2008), making it challenging to draw a comprehensive pic-
ture of winning and declining species. As mentioned earlier, some
species exhibit non-directional changes, others remain stable over
time, while some show clear positive or negative temporal trends.
Essentially, the variety of species corresponds to a diversity of tem-
poral responses. This variability underscores the need to first better
profile species in order to understand their observed responses and,
ultimately, to determine whether winner and loser species are over
or underrepresented in some relevant groupings of plant species.
In this context, we sought to characterize winning, losing and sta-
ble species based on their IUCN status and biogeographic profiles.
Interestingly, our findings show that threatened species (classified
as vulnerable, endangered or critically endangered) did not exhibit a
clear trend of decline. This contrasts with the results of Klinkovska
etal.(2024), who reported that threatened species were among those
declining. In our study, we defined winner and loser species based on
temporal trends over a 30-year period and across the entire French
Alps, whereas IUCN status may reflect changes at more localized
spatial and reduced temporal scales. For instance, a species might
be considered threatened due to a sharp decline within a specific
valley, which may not accurately represent its overall trend across
the broader French Alps region. This discrepancy highlights that re-
gional temporal trends and species' protection status are not neces-
sarily comparable, a point also raised by Eichenberg et al. (2021). An
alternative explanation could be that conservation measures have
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been effective. For example, a species once designated as highly
protected might have experienced a reversal of its initial decline,
leading it to no longer be classified as a loser. We also found that
loser species were predominantly native, while winners were more
often non-native (i.e. neophytes and archaeophytes). These results
align with previous studies documenting a spread of exotic species
and a decline in native species (Eichenberg et al., 2021; Finderup
Nielsen et al., 2019). Furthermore, Iseli et al. (2023) reported an ex-
pansion of non-native species towards higher elevations, consistent
with findings by Guo et al. (2018), Haider et al. (2010) and Pysek
et al. (2011), who observed a peak in non-native species richness
from lowlands to mid-elevation. Moreover, Alexander et al. (2016)
explored the factors driving the spread of non-native species along
elevational gradients, highlighting their strong dispersal abilities, ad-
aptation to disturbed areas and high phenotypic plasticity. Our find-
ings reinforce the idea that environmental change reshapes plant
communities not only through species losses but also by favouring
opportunistic species with traits suited to new conditions.

Plant traits have long been used to investigate ecological plant
strategies (Garnier et al., 2015; Grime, 1977; Westoby et al., 2002)
and have recently been applied to better understand plant re-
sponses to global changes (Henn et al., 2024; Pacifici et al., 2017).
Past research on the link of plant characteristics to their winning
and losing strength gives contradictory results with some stud-
ies showing support for significant links (Kihn et al., 2021; Pinho
et al., 2025; Soudzilovskaia et al., 2013) while others find no rela-
tionship (Beissinger & Riddell, 2021; Garcia Criado et al., 2023).
Here we add to this research question with an impressive dataset
of over 4000 species over the French Alps. Our initial findings indi-
cate that winner species are predominantly associated with ruderal
strategies, while loser species are mainly characterized by compet-
itive or stress-tolerant strategies. These results align partially with
Klinkovska et al. (2024), who reported a decline in stress-tolerant
species but observed no significant trends for ruderal species. In
contrast, Timmermann et al. (2015) identified winner species as
being associated with competitive strategies, while ruderal and
stress-tolerant strategies were linked to losers. Ruderal species,
which thrive in conditions of low stress and high disturbance, are
often annuals (Grime, 1977) and are particularly common among
alien species, unlike stress-tolerant species (Alexander et al., 2016;
Dainese et al., 2017; Pysek et al., 2011). Their strong colonization
and naturalization abilities (Guo et al., 2018) may explain why we
found that winner species are predominantly ruderal. Conversely,
species with competitive or stress-tolerant strategies tend to have
low colonization capabilities (Guo et al., 2018), which may explain
why these species are associated with losers, as their capabilities to
colonize new areas is very low, and thus, cannot escape their cur-
rent threatened habitat, conversely to winner species. Furthermore,
(Grime, 1977) suggested a direct link between CSR strategies and
plant functional traits. As our findings suggest that CSR strategies
help differentiate between winning and losing species, we aimed to
investigate in more detail the underlying traits linked with the tem-
poral species changes.
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While functional traits have been extensively used to study
community responses to environmental changes (Funk et al., 2017,
Lavorel & Garnier, 2002), Green et al. (2022) noted that relatively
few studies focus on predicting the ecological effects of global
change using traits (but see Garcia Criado et al., 2023). Indeed, LES
(Leaf Economics Spectrum) traits have proven crucial in trait-based
approaches for capturing ecological processes (Funk et al., 2017) and
plant responses to global warming (Kiihn et al., 2021). In our mod-
els, we found that functional traits and Landolt indicators explained
one-fifth of the overall variation in species past distributional gains
and losses. These results, consistent with our findings on CSR strat-
egies, confirm that traits significantly account for the variation as-
sociated with species' temporal trends. Specifically, we observed a
clear pattern for functional traits and Landolt indices, that is, spe-
cies with acquisitive functional trait strategies were predominantly
winners across different life forms. These findings align with Henn
et al. (2024), who reported that alpine plants showing positive distri-
butional trends were primarily associated with acquisitive strategies.
However, Garcia Criado et al. (2023) found that tundra shrub win-
ners and losers were poorly predicted by functional traits, although
species with greater plasticity in seed mass and specific leaf area
exhibited larger projected range shifts.

Among LES traits, plant height was most important for trees and
herbs, specific leaf area for shrubs and herbs, leaf area and stem-
specific density for shrubs and seed mass for herbs. These findings
highlight the role of both the colonization/exploitation and acquisi-
tive/conservative continua (Diaz et al., 2016; Wright et al., 2004) in
plant responses to temporal changes. Beyond LES traits, tempera-
ture tolerance was key for trees and graminoids, while other Landolt
indices were less significant. This suggests that, alongside acquisi-
tive strategies, winner species also exhibit higher temperature tol-
erance. Empirical studies confirm that warming and increased light
drive plant community shifts across temporal and spatial scales
(Borderieux et al., 2024; Bowler et al., 2017; De Frenne et al., 2015;
Govaertetal.,, 2021; Griffin-Nolanetal.,2019; Martinetal.,2019; Zhu
et al., 2024), often leading to biodiversity loss (Hautier et al., 2018)
and functional trait shifts such as increased plant height (Bjorkman
etal., 2018; Blondeel et al., 2020; Maes et al., 2020). Our results sup-
port the thermophilization hypothesis (Borderieux et al., 2024), link-
ing warming to more acquisitive strategies (De Frenne et al., 2015).
Winner species among trees were taller, consistent with coloniza-
tion strategies benefiting from warming and increased light (Diaz
et al., 2016; Westoby et al., 2002). Shrub winners were associated
with higher LA and lower SSD, reinforcing their expansion in alpine
ecosystems (Choler et al.,, 2021; Myers-Smith et al., 2011). Herb
winners exhibited higher SLA and lower SM, favouring acquisitive
strategies and enhanced dispersal ability (Leishman et al., 1995;
Rémermann et al., 2008). Meanwhile, graminoid winners were pri-
marily linked to temperature tolerance, aligning with findings that
grassland communities shift more rapidly towards species adapted
to warmer, drier conditions (Zhu et al., 2024).

Community trait values have closely evolved with climate in re-
cent decades (Hudson et al., 2011), with plant height increasing in

response to warming (Bjorkman et al., 2018; EImendorf et al., 2012;
Guittar et al., 2016). Capturing these shifts requires annual trait
measurements; however, studies based on species-specific traits
may blur the true patterns (Hollister et al., 2005), as these studies
do not explicitly consider the interspecific plasticity. Despite this,
our study, which encompasses a broad range of species, allowed us
to identify overarching trends. An additional consideration, high-
lighted by (Korner, 2003), is the high variability of microclimates
within a species' distribution. This has important implications for
plant strategies, as species may not necessarily need to shift their
range or trait values if they can find microclimatic refugia within
their original range. This hypothesis suggests that minor abiotic vari-
ations may not directly force species changes but that small-scale
shifts to nearby refugia may be sufficient. Interestingly, our large-
scale study revealed that both species distributions (i.e. coverage)
and trait values shift in response to abiotic changes. While this does
not negate the role of microclimates, it suggests that broader-scale
processes may be driving these changes. For instance, minor abiotic
variations may initially cause only small shifts in species distribu-
tions. However, these shifts could intensify competition, ultimately
favouring species that are better adapted—often those with greater
thermophilic abilities.

We also tested whether winning and losing strength of species
was linked to their phylogenetic relatedness but found no support
for this hypothesis at the level of the entire phylogenetic tree. In the
literature, bird population declines have shown strong phylogenetic
signals (Davis et al., 2010; Lavergne et al., 2013), while evidence
for plants is less conclusive. Apart from the phylogenetic signal
in flowering time tracking (Davis et al., 2010; Pau et al., 2011), no
studies have highlighted a clear phylogenetic signal in plant species'
response to climate change. Nonetheless, we found some signal in
certain families and genera. For instance, the Orchidaceae family and
the Orobanche genus were predominantly characterized by winning
species, particularly thermophilic species such as Orobanche lutea,
Orobanche alba, Orobanche alsatica and Orobanche teucrii.

Finally, given the semi-structured nature of our data, we adopted
a specific approach to rigorously integrate uncertainty throughout
our analysis. Continuous feedback from botanists ensured that
empirical impressions were statistically transcribed as accurately
as possible. To address biases, we applied multiple frameworks—
including data debiasing, trend analysis and statistical modelling—
while explicitly acknowledging uncertainty by introducing additional
species categories beyond simple ‘winners’ and ‘losers’. However,
some biases remain. For instance, Larix decidua Mill., 1768 appears
to be expanding in the Southern Alps (Choler et al., 2021), yet our
dataset includes human-planted stands in the Northern Alps, where
conditions are less favourable. This leads to a greater observed de-
cline in the Northern Alps than the increase in the South, incorrectly
classifying the species as a ‘loser’. Similarly, for the Orchidaceae fam-
ily, the number of records doubled in the last 2years of our data-
set. Since this abrupt increase is concentrated in a single period, it
is not fully accounted for by our debiasing method, resulting in most
species in this family being classified as ‘winners’. Aware of these
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limitations, we employed a Bayesian approach and a cautious clas-
sification strategy to place significant weight on uncertainty. While
this may have led to an overestimation of species with inconclusive
trends, it ensures a more transparent and reliable interpretation of
biodiversity changes.

In conclusion, our study reveals that non-responding species are
the most prevalent, followed by winners and some losers. However,
alongside evidence of the uphill movement of many mountain plant
species, our findings suggest that plants in these ecosystems lag behind
their shifting niches. Range shifts appear to be slow, with potentially
trailing edges retreating more gradually than leading edges advance,
contributing to a concerning temporal extinction lag. Notably, despite
the diverse and sometimes opposing global change drivers across dif-
ferent regions of the French Alps, we identified shared characteristics
and trait strategies among both winning and losing species. Overall,
we argued that accurately conveying species' temporal changes re-
mains complex, and there are numerous biases that need to be ef-
fectively communicated. However, beyond species characterization
and description, predicting responses through traits and phylogeny
may significantly enhance our understanding of the ongoing changes.
Lastly, our study provides a digital tool for stakeholders, enabling them
to visualize spatial and temporal trends for each species, so that they
can better understand current changes and act accordingly.

AUTHOR CONTRIBUTIONS

Romain Goury: Conceptualisation, formal analysis, methodology,
Wilfried  Thuiller:
conceptualisation, funding acquisition, methodology, project

writing—original draft, visualisation.
administration, supervision, writing—review and editing. Sylvain
Abdulhak: Data curation, investigation, methodology. Gilles Pache:
Data curation, investigation, methodology. Jérémie Van Es: Data
curation, investigation, methodology. Diana E. Bowler: Supervision,
methodology, writing—review and editing. Julien Renaud:
Software, methodology, visualisation. Cyrille Violle: Methodology,
validation, writing—review and editing. Tamara Miinkemdiller:
Conceptualisation, funding acquisition, methodology, project

administration, supervision, writing—review and editing.

ACKNOWLEDGEMENTS

We thank the expert botanists that contributed along the last
30years to register and survey plants in the French Alps. The authors
are thankful to Marie-Caroline Prima and Sébastien Lavergne for
insightful tips. This research is a product of the IMPACTS group
funded by the Foundation for Research on Biodiversity (FRB) and
the Ministry of Ecological Transition. This work was funded through
the European Union's Horizon Europe under grant agreement N°
101134954 (Obsession), and the French Biodiversity Office through
the FloreAlpes project.

CONFLICT OF INTEREST STATEMENT

The authors declare that they have no known competing financial
interests or personal relationships that could have appeared to
influence the work reported in this paper.

BRITISH 13
Egggltgg;w Journal of Ecology

PEER REVIEW

The peer review history for this article is available at https://www.
webofscience.com/api/gateway/wos/peer-review/10.1111/1365-
2745.70159.

DATA AVAILABILITY STATEMENT

The data used to produce the main results and figures can be
found on Zenodo: https://zenodo.org/records/15705680 (Goury
et al,, 2025).

ORCID
Romain Goury
Wilfried Thuiller
Cyrille Violle

https://orcid.org/0009-0001-4051-9937
https://orcid.org/0000-0002-5388-5274
https://orcid.org/0000-0002-2471-9226

REFERENCES

Alexander, J. M., Chalmandrier, L., Lenoir, J., Burgess, T. ., Essl, F., Haider,
S., Kueffer, C., McDougall, K., Milbau, A., Nufiez, M. A., Pauchard,
A., Rabitsch, W., Rew, L. J., Sanders, N. J., & Pellissier, L. (2018). Lags
in the response of mountain plant communities to climate change.
Global Change Biology, 24(2), 563-579. https://doi.org/10.1111/gcb.
13976

Alexander, J. M., Diez, J. M., & Levine, J. M. (2015). Novel competitors
shape species' responses to climate change. Nature, 525(7570),
515-518. https://doi.org/10.1038/nature14952

Alexander, J. M., Lembrechts, J. J., Cavieres, L. A, Daehler, C., Haider, S.,
Kueffer, C., Liu, G., McDougall, K., Milbau, A., Pauchard, A., Rew,
L. J., & Seipel, T. (2016). Plant invasions into mountains and alpine
ecosystems: Current status and future challenges. Alpine Botany,
126(2), 89-103. https://doi.org/10.1007/s00035-016-0172-8

Auffret, A. G., & Svenning, J.-C. (2022). Climate warming has com-
pounded plant responses to habitat conversion in northern Europe.
Nature Communications, 13(1), 7818. https://doi.org/10.1038/
s41467-022-35516-7

Bardgett, R. D., & van der Putten, W. H. (2014). Belowground biodi-
versity and ecosystem functioning. Nature, 515(7528), 505-511.
https://doi.org/10.1038/nature13855

Beissinger, S. R., & Riddell, E. A. (2021). Why are species' traits weak
predictors of range shifts? Annual Review of Ecology, Evolution, and
Systematics, 52(1), 47-66. https://doi.org/10.1146/annurev-ecols
ys-012021-092849

Bertrand, R., Lenoir, J., Piedallu, C., Riofrio-Dillon, G., de Ruffray, P., Vidal,
C., Pierrat, J.-C., & Gégout, J.-C. (2011). Changes in plant commu-
nity composition lag behind climate warming in lowland forests.
Nature, 479(7374), 517-520. https://doi.org/10.1038/nature10548

Bjorkman, A. D., Myers-Smith, I. H., EImendorf, S. C., Normand, S., Rlger,
N., Beck, P. S. A., Blach-Overgaard, A., Blok, D., Cornelissen, J. H.
C., Forbes, B. C., Georges, D., Goetz, S. J., Guay, K. C., Henry, G.
H. R., HilleRisLambers, J., Hollister, R. D., Karger, D. N., Kattge,
J., Manning, P., ... Weiher, E. (2018). Plant functional trait change
across a warming tundra biome. Nature, 562(7725), 57-62. https://
doi.org/10.1038/s41586-018-0563-7

Blondeel, H., Perring, M. P., Depauw, L., De Lombaerde, E., Landuyt,
D., De Frenne, P., & Verheyen, K. (2020). Light and warming drive
forest understorey community development in different environ-
ments. Global Change Biology, 26(3), 1681-1696. https://doi.org/10.
1111/gcb.14955

Borderieux, J., Gégout, J.-C., & Serra-Diaz, J. M. (2024). Extinction drives
recent thermophilization but does not trigger homogenization
in forest understorey. Nature Ecology & Evolution, 8(4), 695-704.
https://doi.org/10.1038/s41559-024-02362-3

85UB017 SUOWIWOD) BAIER.D 3|01 dde au3 Aq peuencb afe sapILe O 88N J0'SaIN. 0} A% 1T 8UIUO 481 UO (SUORIPUOD-PUR-SWIBIALIOD" A3 1M ARe.q 1 Bul1|UO//SH1Y) SUORIPUOD PLE SWB L U3 89S *[S5202/0T/90] Uo ARIqIT8UIIUO AB]IA * 80URIS BURILOOD - AYNOD UrRWOY AQ 6STOL 'Sh/2-S9ET/TTTT OT/I0PAL0D A8 | 1M AReiq 1 jeul|uo's euIno seq//sdny woJy papeojumod ‘0 ‘Gi22S9eT


https://www.webofscience.com/api/gateway/wos/peer-review/10.1111/1365-2745.70159
https://www.webofscience.com/api/gateway/wos/peer-review/10.1111/1365-2745.70159
https://www.webofscience.com/api/gateway/wos/peer-review/10.1111/1365-2745.70159
https://zenodo.org/records/15705680
https://orcid.org/0009-0001-4051-9937
https://orcid.org/0009-0001-4051-9937
https://orcid.org/0000-0002-5388-5274
https://orcid.org/0000-0002-5388-5274
https://orcid.org/0000-0002-2471-9226
https://orcid.org/0000-0002-2471-9226
https://doi.org/10.1111/gcb.13976
https://doi.org/10.1111/gcb.13976
https://doi.org/10.1038/nature14952
https://doi.org/10.1007/s00035-016-0172-8
https://doi.org/10.1038/s41467-022-35516-7
https://doi.org/10.1038/s41467-022-35516-7
https://doi.org/10.1038/nature13855
https://doi.org/10.1146/annurev-ecolsys-012021-092849
https://doi.org/10.1146/annurev-ecolsys-012021-092849
https://doi.org/10.1038/nature10548
https://doi.org/10.1038/s41586-018-0563-7
https://doi.org/10.1038/s41586-018-0563-7
https://doi.org/10.1111/gcb.14955
https://doi.org/10.1111/gcb.14955
https://doi.org/10.1038/s41559-024-02362-3

GOURY ET AL.

il_ Eg&ﬁglcué] 1 of Ecol
s -OUInal ot LCology

Bowler, D. E., Hof, C., Haase, P., Kroncke, I., Schweiger, O., Adrian, R.,
Baert, L., Bauer, H.-G., Blick, T., Brooker, R. W., Dekoninck, W.,
Domisch, S., Eckmann, R., Hendrickx, F., Hickler, T., Klotz, S.,
Kraberg, A., Kihn, I., Matesanz, S., ... Bohning-Gaese, K. (2017).
Cross-realm assessment of climate change impacts on species'
abundance trends. Nature Ecology & Evolution, 1(3), 1-7. https://doi.
org/10.1038/s41559-016-0067

Brun, P., Violle, C., Mouillot, D., Mouquet, N., Enquist, B. J., Munoz, F.,
Minkemiiller, T., Ostling, A., Zimmermann, N. E., & Thuiller, W.
(2022). Plant community impact on productivity: Trait diversity or
key(stone) species effects? Ecology Letters, 25(4), 913-925. https://
doi.org/10.1111/ele.13968

Biirkner, P.-C. (2021). Bayesian item response modeling in R with brms
and Stan. Journal of Statistical Software, 100, 1-54. https://doi.org/
10.18637/jss.v100.i05

Burns, J. H., & Strauss, S. Y. (2011). More closely related species are
more ecologically similar in an experimental test. Proceedings of
the National Academy of Sciences of the United States of America,
108(13), 5302-5307. https://doi.org/10.1073/pnas.1013003108

Calderén-Sanou, ., Ohlmann, M., Minkemdiller, T., Zinger, L., Hedde,
M., Lionnet, C., Martinez-Almoyna, C., Saillard, A., Renaud, J., Le
Guillarme, N., Gielly, L., Consortium, & Thuiller, W. (2024). Mountain
soil multitrophic networks shaped by the interplay between habi-
tat and pedoclimatic conditions. Soil Biology and Biochemistry, 190,
109282. https://doi.org/10.1016/j.s0ilbio.2023.109282

Cardinale, B. J., Gonzalez, A., Allington, G. R. H., & Loreau, M. (2018). Is
local biodiversity declining or not? A summary of the debate over
analysis of species richness time trends. Biological Conservation,
219, 175-183. https://doi.org/10.1016/j.biocon.2017.12.021

Chan, W.-P,, Lenoir, J., Mai, G.-S., Kuo, H.-C., Chen, |.-C., & Shen, S.-F.
(2024). Climate velocities and species tracking in global mountain
regions. Nature, 629(8010), 114-120. https://doi.org/10.1038/
s41586-024-07264-9

Chen, I.-C., Hill, J. K., Ohlemidiller, R., Roy, D. B., & Thomas, C. D. (2011).
Rapid range shifts of species associated with high levels of climate
warming. Science, 333(6045), 1024-1026. https://doi.org/10.1126/
science.1206432

Choler, P., Bayle, A., Carlson, B. Z., Randin, C., Filippa, G., & Cremonese,
E.(2021). The tempo of greening in the European Alps: Spatial vari-
ations on a common theme. Global Change Biology, 27(21), 5614-
5628. https://doi.org/10.1111/gcb.15820

Dainese, M., Aikio, S., Hulme, P. E., Bertolli, A., Prosser, F., & Marini, L.
(2017). Human disturbance and upward expansion of plants in a
warming climate. Nature Climate Change, 7(8), 577-580. https://doi.
org/10.1038/nclimate3337

Davis, C. C., Willis, C. G., Primack, R. B., & Miller-Rushing, A. J. (2010).
The importance of phylogeny to the study of phenological re-
sponse to global climate change. Philosophical Transactions of the
Royal Society, B: Biological Sciences, 365(1555), 3201-3213. https://
doi.org/10.1098/rstb.2010.0130

De Frenne, P., Rodriguez-Sanchez, F., De Schrijver, A., Coomes, D. A.,
Hermy, M., Vangansbeke, P., & Verheyen, K. (2015). Light acceler-
ates plant responses to warming. Nature Plants, 1(9), 1-3. https://
doi.org/10.1038/nplants.2015.110

Delalandre, L., Violle, C., Coq, S., & Garnier, E. (2023). Trait-environment
relationships depend on species life history. Journal of Vegetation
Science, 34(6), e13211. https://doi.org/10.1111/jvs.13211

Delgado-Baquerizo, M., Reich, P. B., Trivedi, C., Eldridge, D. J., Abades,
S., Alfaro, F. D., Bastida, F., Berhe, A. A, Cutler, N. A., Gallardo, A.,
Garcia-Velazquez, L., Hart, S. C., Hayes, P. E,, He, J.-Z., Hseu, Z.-Y.,
Hu, H.-W., Kirchmair, M., Neuhauser, S., Pérez, C. A., ... Singh, B.
K. (2020). Multiple elements of soil biodiversity drive ecosystem
functions across biomes. Nature Ecology & Evolution, 4(2), 210-220.
https://doi.org/10.1038/s41559-019-1084-y

Deschamps, G., Poggiato, G., Brun, P., Galiez, C., & Thuiller, W. (2023).
Predict first-assemble later versus assemble first-predict later:

Revisiting the dilemma for functional biogeography. Methods in
Ecology and Evolution, 14(10), 2680-2696. https://doi.org/10.1111/
2041-210X.14203

Diaz, S., Kattge, J., Cornelissen, J. H. C., Wright, I. J., Lavorel, S., Dray, S.,
Reu, B., Kleyer, M., Wirth, C., Colin Prentice, |., Garnier, E., Bonisch,
G., Westoby, M., Poorter, H., Reich, P. B., Moles, A. T., Dickie,
J., Gillison, A. N., Zanne, A. E., ... Gorné, L. D. (2016). The global
spectrum of plant form and function. Nature, 529(7585), 167-171.
https://doi.org/10.1038/nature16489

Dornelas, M., Gotelli, N. J., Shimadzu, H., Moyes, F., Magurran, A.
E., & McGill, B. J. (2019). A balance of winners and losers in the
Anthropocene. Ecology Letters, 22(5), 847-854. https://doi.org/10.
1111/ele. 13242

Dornelas, M., Magurran, A. E., Buckland, S. T., Chao, A., Chazdon, R.
L., Colwell, R. K., Curtis, T., Gaston, K. J., Gotelli, N. J., Kosnik, M.
A., McGill, B., McCune, J. L., Morlon, H., Mumby, P. J., @vreas, L.,
Studeny, A., & Vellend, M. (2013). Quantifying temporal change in
biodiversity: Challenges and opportunities. Proceedings of the Royal
Society B: Biological Sciences, 280(1750), 20121931. https://doi.org/
10.1098/rspb.2012.1931

Dullinger, S., Willner, W., Plutzar, C., Englisch, T., Schratt-Ehrendorfer,
L., Moser, D., Ertl, S., Essl, F., & NiklIfeld, H. (2012). Post-glacial mi-
gration lag restricts range filling of plants in the European Alps.
Global Ecology and Biogeography, 21(8), 829-840. https://doi.org/
10.1111/j.1466-8238.2011.00732.x

Eichenberg, D., Bowler, D. E., Bonn, A., Bruelheide, H., Grescho, V.,
Harter, D., Jandt, U., May, R., Winter, M., & Jansen, F. (2021).
Widespread decline in central European plant diversity across six
decades. Global Change Biology, 27(5), 1097-1110. https://doi.org/
10.1111/gcb.15447

Elmendorf, S. C., Henry, G. H. R., Hollister, R. D., Bjork, R. G., Bjorkman,
A. D., Callaghan, T. V., Collier, L. S., Cooper, E. J., Cornelissen, J. H.
C.,Day, T. A., Fosaa, A. M., Gould, W. A,, Grétarsdottir, J., Harte, J.,
Hermanutz, L., Hik, D. S., Hofgaard, A., Jarrad, F., Jonsdottir, I. S.,
... Wookey, P. A. (2012). Global assessment of experimental climate
warming on tundra vegetation: Heterogeneity over space and time.
Ecology Letters, 15(2), 164-175. https://doi.org/10.1111/j.1461-
0248.2011.01716.x

Finderup Nielsen, T., Sand-Jensen, K., Dornelas, M., & Bruun, H. H.
(2019). More is less: Net gain in species richness, but biotic ho-
mogenization over 140years. Ecology Letters, 22(10), 1650-1657.
https://doi.org/10.1111/ele.13361

Fox, R., Oliver, T. H., Harrower, C., Parsons, M. S., Thomas, C. D., & Roy,
D. B. (2014). Long-term changes to the frequency of occurrence of
British moths are consistent with opposing and synergistic effects
of climate and land-use changes. Journal of Applied Ecology, 51(4),
949-957. https://doi.org/10.1111/1365-2664.12256

Funk, J. L., Larson, J. E., Ames, G. M., Butterfield, B. J., Cavender-Bares,
J., Firn, J., Laughlin, D. C., Sutton-Grier, A. E., Williams, L., & Wright,
J. (2017). Revisiting the holy grail: Using plant functional traits to
understand ecological processes. Biological Reviews, 92(2), 1156-
1173. https://doi.org/10.1111/brv.12275

Garcia Criado, M., Myers-Smith, I. H., Bjorkman, A. D., Normand, S.,
Blach-Overgaard, A., Thomas, H. J. D., Eskelinen, A., Happonen, K.,
Alatalo, J. M., Anadon-Rosell, A., Aubin, I., te Beest, M., Betway-
May, K. R., Blok, D., Buras, A., Cerabolini, B. E. L., Christie, K.,
Cornelissen, J. H. C., Forbes, B. C,, ... Virkkala, A.-M. (2023). Plant
traits poorly predict winner and loser shrub species in a warming
tundra biome. Nature Communications, 14(1), 3837. https://doi.org/
10.1038/s41467-023-39573-4

Garnier, E., Navas, M.-L., & Grigulis, K. (2015). Trait-based ecology:
Definitions, methods, and a conceptual framework. In E. Garnier,
M.-L. Navas, & K. Grigulis (Eds.), Plant functional diversity: Organism
traits, community structure, and ecosystem properties (p. 0). Oxford
University Press. https://doi.org/10.1093/acprof:0s0/9780198757
368.003.0002

85UB017 SUOWIWOD) BAIER.D 3|01 dde au3 Aq peuencb afe sapILe O 88N J0'SaIN. 0} A% 1T 8UIUO 481 UO (SUORIPUOD-PUR-SWIBIALIOD" A3 1M ARe.q 1 Bul1|UO//SH1Y) SUORIPUOD PLE SWB L U3 89S *[S5202/0T/90] Uo ARIqIT8UIIUO AB]IA * 80URIS BURILOOD - AYNOD UrRWOY AQ 6STOL 'Sh/2-S9ET/TTTT OT/I0PAL0D A8 | 1M AReiq 1 jeul|uo's euIno seq//sdny woJy papeojumod ‘0 ‘Gi22S9eT


https://doi.org/10.1038/s41559-016-0067
https://doi.org/10.1038/s41559-016-0067
https://doi.org/10.1111/ele.13968
https://doi.org/10.1111/ele.13968
https://doi.org/10.18637/jss.v100.i05
https://doi.org/10.18637/jss.v100.i05
https://doi.org/10.1073/pnas.1013003108
https://doi.org/10.1016/j.soilbio.2023.109282
https://doi.org/10.1016/j.biocon.2017.12.021
https://doi.org/10.1038/s41586-024-07264-9
https://doi.org/10.1038/s41586-024-07264-9
https://doi.org/10.1126/science.1206432
https://doi.org/10.1126/science.1206432
https://doi.org/10.1111/gcb.15820
https://doi.org/10.1038/nclimate3337
https://doi.org/10.1038/nclimate3337
https://doi.org/10.1098/rstb.2010.0130
https://doi.org/10.1098/rstb.2010.0130
https://doi.org/10.1038/nplants.2015.110
https://doi.org/10.1038/nplants.2015.110
https://doi.org/10.1111/jvs.13211
https://doi.org/10.1038/s41559-019-1084-y
https://doi.org/10.1111/2041-210X.14203
https://doi.org/10.1111/2041-210X.14203
https://doi.org/10.1038/nature16489
https://doi.org/10.1111/ele.13242
https://doi.org/10.1111/ele.13242
https://doi.org/10.1098/rspb.2012.1931
https://doi.org/10.1098/rspb.2012.1931
https://doi.org/10.1111/j.1466-8238.2011.00732.x
https://doi.org/10.1111/j.1466-8238.2011.00732.x
https://doi.org/10.1111/gcb.15447
https://doi.org/10.1111/gcb.15447
https://doi.org/10.1111/j.1461-0248.2011.01716.x
https://doi.org/10.1111/j.1461-0248.2011.01716.x
https://doi.org/10.1111/ele.13361
https://doi.org/10.1111/1365-2664.12256
https://doi.org/10.1111/brv.12275
https://doi.org/10.1038/s41467-023-39573-4
https://doi.org/10.1038/s41467-023-39573-4
https://doi.org/10.1093/acprof:oso/9780198757368.003.0002
https://doi.org/10.1093/acprof:oso/9780198757368.003.0002

GOURY ET AL.

Gehrig-Fasel, J., Guisan, A., & Zimmermann, N. E. (2007). Tree line shifts
in the Swiss Alps: Climate change or land abandonment? Journal of
Vegetation Science, 18(4), 571-582. https://doi.org/10.1111/j.1654-
1103.2007.tb02571.x

Gonzalez, A., Chase, J. M., & O'Connor, M. I. (2023). A framework for
the detection and attribution of biodiversity change. Philosophical
Transactions of the Royal Society, B: Biological Sciences, 378(1881),
20220182. https://doi.org/10.1098/rstb.2022.0182

Goury, R., Thuiller, W., Abdulhak, S., Pache, G., Van Es, J., Bowler, D.,
Renaud, J., Violle, C., & Minkemiiller, T. (2025). Recent vegetation
shifts in the French Alps with winners outnumbering losers [Data set].
Zenodo. https://doi.org/10.5281/zenodo.15705680

Govaert, S., Vangansbeke, P., Blondeel, H., Steppe, K., Verheyen, K., &
De Frenne, P. (2021). Rapid thermophilization of understorey plant
communities in a 9 year-long temperate forest experiment. Journal
of Ecology, 109(6), 2434-2447. https://doi.org/10.1111/1365-2745.
13653

Green, S. J., Brookson, C. B., Hardy, N. A, & Crowder, L. B. (2022). Trait-
based approaches to global change ecology: Moving from descrip-
tion to prediction. Proceedings of the Royal Society B: Biological
Sciences, 289(1971), 20220071. https://doi.org/10.1098/rspb.
2022.0071

Griffin-Nolan, R.J., Blumenthal, D. M., Collins, S. L., Farkas, T. E., Hoffman,
A. M., Mueller, K. E., Ocheltree, T. W., Smith, M. D., Whitney, K. D.,
& Knapp, A. K. (2019). Shifts in plant functional composition fol-
lowing long-term drought in grasslands. Journal of Ecology, 107(5),
2133-2148. https://doi.org/10.1111/1365-2745.13252

Grime, J. P.(1977). Evidence for the existence of three primary strategies
in plants and its relevance to ecological and evolutionary theory.
The American Naturalist, 111(982), 1169-1194.

Grime, J. P., Thompson, K., Hunt, R., Hodgson, J. G., Cornelissen, J. H. C.,
Rorison, I. H., Hendry, G. A. F,, Ashenden, T. W., Askew, A. P., Band,
S. R., Booth, R. E., Bossard, C. C., Campbell, B. D., Cooper, J. E. L.,
Davison, A. W., Gupta, P. L., Hall, W., Hand, D. W., Hannah, M. A,, ...
Whitehouse, J. (1997). Integrated screening validates primary axes
of specialisation in plants. Oikos, 79(2), 259-281. https://doi.org/
10.2307/3546011

Guisan, A. A, Broennimann, O., Buri, A., Cianfrani, C., D'Amen, M, Cola,
V. D., Fernandes, R., Gray, S. M., Mateo, R. G., Pinto, E., Pradervand,
J.-N., Scherrer, D., Vittoz, P., Daniken, I. V., & Yashiro, E. (2019).
CHAPTER SEVENTEEN: Climate change impacts on mountain biodiver-
sity (pp. 229-241). Yale University Press. https://doi.org/10.12987/
9780300241198-026

Guittar, J., Goldberg, D., Klanderud, K., Telford, R. J., & Vandvik, V.
(2016). Can trait patterns along gradients predict plant community
responses to climate change? Ecology, 97(10), 2791-2801. https://
doi.org/10.1002/ecy.1500

Guo, F., Lenoir, J., & Bonebrake, T. C. (2018). Land-use change interacts
with climate to determine elevational species redistribution. Nature
Communications, 9(1), 1315. https://doi.org/10.1038/s41467-018-
03786-9

Haider, S., Alexander, J., Dietz, H., Trepl, L., Edwards, P. J., & Kueffer, C.
(2010). The role of bioclimatic origin, residence time and habitat
context in shaping non-native plant distributions along an altitu-
dinal gradient. Biological Invasions, 12(12), 4003-4018. https://doi.
org/10.1007/s10530-010-9815-7

Hautier, Y., Isbell, F., Borer, E. T., Seabloom, E. W., Harpole, W. S,, Lind, E.
M., MacDougall, A. S., Stevens, C. J., Adler, P. B., Alberti, J., Bakker,
J. D., Brudvig, L. A., Buckley, Y. M., Cadotte, M., Caldeira, M. C.,
Chaneton, E. J., Chu, C., Daleo, P., Dickman, C. R., ... Hector, A.
(2018). Local loss and spatial homogenization of plant diversity re-
duce ecosystem multifunctionality. Nature Ecology & Evolution, 2(1),
50-56. https://doi.org/10.1038/s41559-017-0395-0

Henn, J. J., Anderson, K. E., Brigham, L. M., Bueno de Mesquita, C. P,,
Collins, C. G., EImendorf, S. C., Green, M. D., Huxley, J. D., Rafferty,
N. E., Rose-Person, A., & Spasojevic, M. J. (2024). Long-term Alpine

BRITISH 15
Egggltgg;w Journal of Ecology

plant responses to global change drivers depend on functional
traits. Ecology Letters, 27(10), e14518. https://doi.org/10.1111/ele.
14518

Hill, M. O. (2012). Local frequency as a key to interpreting species occur-
rence data when recording effort is not known. Methods in Ecology
and Evolution, 3(1), 195-205. https://doi.org/10.1111/j.2041-210X.
2011.00146.x

Hollister, R. D., Webber, P. J., & Bay, C. (2005). Plant response to tem-
perature in northern Alaska: Implications for predicting vegeta-
tion change. Ecology, 86(6), 1562-1570. https://doi.org/10.1890/
04-0520

Hudson, J. M. G,, Henry, G. H. R, & Cornwell, W. K. (2011). Taller and
larger: Shifts in Arctic tundra leaf traits after 16years of experi-
mental warming. Global Change Biology, 17(2), 1013-1021. https://
doi.org/10.1111/j.1365-2486.2010.02294.x

IPBES. (2019). Summary for policymakers of the global assessment report
on biodiversity and ecosystem services. Zenodo. https://doi.org/10.
5281/zenodo.3553579

Iseli, E., Chisholm, C., Lenoir, J., Haider, S., Seipel, T., Barros, A.,
Hargreaves, A. L., Kardol, P., Lembrechts, J. J., McDougall, K.,
Rashid, I., Rumpf, S. B., Arévalo, J. R., Cavieres, L., Daehler, C., Dar,
P. A., Endress, B., Jakobs, G., Jiménez, A., ... Alexander, J. M. (2023).
Rapid upwards spread of non-native plants in mountains across
continents. Nature Ecology & Evolution, 7(3), 405-413. https://doi.
org/10.1038/s41559-022-01979-6

IUCN. (2022). The IUCN Red List of Threatened Species. https://www.iucnr
edlist.org

Jandt, U., Bruelheide, H., Jansen, F., Bonn, A., Grescho, V., Klenke, R.
A., Sabatini, F. M., Bernhardt-Rémermann, M., Bliml, V., Dengler,
J., Diekmann, M., Doerfler, I., Déring, U., Dullinger, S., Haider, S.,
Heinken, T., Horchler, P., Kuhn, G., Lindner, M., ... Wulf, M. (2022).
More losses than gains during one century of plant biodiversity
change in Germany. Nature, 611(7936), 512-518. https://doi.org/
10.1038/s41586-022-05320-w

Jansen, F., Bonn, A., Bowler, D. E., Bruelheide, H., & Eichenberg, D.
(2019). Moderately common plants show highest relative losses.
Conservation Letters, 13(1). Portico. https://doi.org/10.1111/conl.
12674

Johnson, T. F., Beckerman, A. P., Childs, D. Z., Webb, T. J., Evans, K. L.,
Griffiths, C. A., Capdevila, P., Clements, C. F., Besson, M., Gregory,
R.D.,Thomas, G. H., Delmas, E., & Freckleton, R. P. (2024). Revealing
uncertainty in the status of biodiversity change. Nature, 628(8009),
788-794. https://doi.org/10.1038/541586-024-07236-z

Kattge, J., Bonisch, G., Diaz, S., Lavorel, S., Prentice, I. C., Leadley, P.,
Tautenhahn, S., Werner, G. D. A., Aakala, T., Abedi, M., Acosta, A. T.
R., Adamidis, G. C., Adamson, K., Aiba, M., Albert, C. H., Alcantara,
J. M., Alcazar C, C., Aleixo, I., Ali, H., ... Wirth, C. (2020). TRY plant
trait database—Enhanced coverage and open access. Global Change
Biology, 26(1), 119-188. https://doi.org/10.1111/gcb.14904

Klinkovska, K., Glaser, M., Danihelka, J., Kaplan, Z., Knollov4, I., Novotny,
P., Pysek, P., Reznickova, M., Wild, J., & Chytry, M. (2024). Dynamics
of the Czech flora over the last 60years: Winners, losers and causes
of changes. Biological Conservation, 292, 110502. https://doi.org/
10.1016/j.biocon.2024.110502

Kérner, C. (2003). Limitation and stress—Always or never? Journal of
Vegetation Science, 14(2), 141-143. https://doi.org/10.1111/j.1654-
1103.2003.tb02138.x

Kuhn, M. (2008). Building predictive models in R using the caret package.
Journal of Statistical Software, 28, 1-26. https://doi.org/10.18637/
jss.v028.i05

Kihn, N., Tovar, C., Carretero, J., Vandvik, V., Enquist, B. J., & Willis, K.
J. (2021). Globally important plant functional traits for coping with
climate change. Frontiers of Biogeography, 13(4). https://doi.org/10.
21425/F5FBG53774

Lamprecht, A., Semenchuk, P. R., Steinbauer, K., Winkler, M., & Pauli,
H. (2018). Climate change leads to accelerated transformation

85UB017 SUOWIWOD) BAIER.D 3|01 dde au3 Aq peuencb afe sapILe O 88N J0'SaIN. 0} A% 1T 8UIUO 481 UO (SUORIPUOD-PUR-SWIBIALIOD" A3 1M ARe.q 1 Bul1|UO//SH1Y) SUORIPUOD PLE SWB L U3 89S *[S5202/0T/90] Uo ARIqIT8UIIUO AB]IA * 80URIS BURILOOD - AYNOD UrRWOY AQ 6STOL 'Sh/2-S9ET/TTTT OT/I0PAL0D A8 | 1M AReiq 1 jeul|uo's euIno seq//sdny woJy papeojumod ‘0 ‘Gi22S9eT


https://doi.org/10.1111/j.1654-1103.2007.tb02571.x
https://doi.org/10.1111/j.1654-1103.2007.tb02571.x
https://doi.org/10.1098/rstb.2022.0182
https://doi.org/10.5281/zenodo.15705680
https://doi.org/10.1111/1365-2745.13653
https://doi.org/10.1111/1365-2745.13653
https://doi.org/10.1098/rspb.2022.0071
https://doi.org/10.1098/rspb.2022.0071
https://doi.org/10.1111/1365-2745.13252
https://doi.org/10.2307/3546011
https://doi.org/10.2307/3546011
https://doi.org/10.12987/9780300241198-026
https://doi.org/10.12987/9780300241198-026
https://doi.org/10.1002/ecy.1500
https://doi.org/10.1002/ecy.1500
https://doi.org/10.1038/s41467-018-03786-9
https://doi.org/10.1038/s41467-018-03786-9
https://doi.org/10.1007/s10530-010-9815-7
https://doi.org/10.1007/s10530-010-9815-7
https://doi.org/10.1038/s41559-017-0395-0
https://doi.org/10.1111/ele.14518
https://doi.org/10.1111/ele.14518
https://doi.org/10.1111/j.2041-210X.2011.00146.x
https://doi.org/10.1111/j.2041-210X.2011.00146.x
https://doi.org/10.1890/04-0520
https://doi.org/10.1890/04-0520
https://doi.org/10.1111/j.1365-2486.2010.02294.x
https://doi.org/10.1111/j.1365-2486.2010.02294.x
https://doi.org/10.5281/zenodo.3553579
https://doi.org/10.5281/zenodo.3553579
https://doi.org/10.1038/s41559-022-01979-6
https://doi.org/10.1038/s41559-022-01979-6
https://www.iucnredlist.org
https://www.iucnredlist.org
https://doi.org/10.1038/s41586-022-05320-w
https://doi.org/10.1038/s41586-022-05320-w
https://doi.org/10.1111/conl.12674
https://doi.org/10.1111/conl.12674
https://doi.org/10.1038/s41586-024-07236-z
https://doi.org/10.1111/gcb.14904
https://doi.org/10.1016/j.biocon.2024.110502
https://doi.org/10.1016/j.biocon.2024.110502
https://doi.org/10.1111/j.1654-1103.2003.tb02138.x
https://doi.org/10.1111/j.1654-1103.2003.tb02138.x
https://doi.org/10.18637/jss.v028.i05
https://doi.org/10.18637/jss.v028.i05
https://doi.org/10.21425/F5FBG53774
https://doi.org/10.21425/F5FBG53774

GOURY ET AL.

il_ Eg&ﬁglcué] 1 of Ecol
s -OUInal ot LCology

of high-elevation vegetation in the central Alps. New Phytologist,
220(2), 447-459. https://doi.org/10.1111/nph.15290

Landolt, E. (1977). Oekologische Zeigerwerte Zur Schweizer Flora.

Landolt, E., Baumler, B., Erhardt, A., Hegg, O., Kl6tzli, F., Lammler, W.,
Nobis, M., Rudmann-Maurer, K., Schweingruber, F. H., Theurillat,
J.-P., Urmi, E., Vust, M., & Wohlgemuth, T. (2010). Flora indicativa.
Okologische Zeigerwerte und biologische Kennzeichen zur Flora der
Schweiz und der Alpen. Ecological indicators values and biological at-
tributes of the flora of Switzerland and the Alps. https://www.dora.
lib4ri.ch/wsl/islandora/object/wsI%3A9966/

Lavergne, S., Evans, M. E. K., Burfield, I. J.,, Jiguet, F., & Thuiller, W.
(2013). Are species' responses to global change predicted by past
niche evolution? Philosophical Transactions of the Royal Society, B:
Biological Sciences, 368(1610), 20120091. https://doi.org/10.1098/
rstb.2012.0091

Lavergne, S., Mouquet, N., Thuiller, W., & Ronce, O. (2010). Biodiversity
and climate change: Integrating evolutionary and ecological re-
sponses of species and communities. Annual Review of Ecology,
Evolution, and Systematics, 41(1), 321-350. https://doi.org/10.1146/
annurev-ecolsys-102209-144628

Lavorel, S., & Garnier, E. (2002). Predicting changes in community com-
position and ecosystem functioning from plant traits: Revisiting the
Holy Grail. Functional Ecology, 16(5), 545-556. https://doi.org/10.
1046/j.1365-2435.2002.00664.x

Leishman, M. R., Westoby, M., & Jurado, E. (1995). Correlates of seed size
variation: A comparison among five temperate floras. The Journal of
Ecology, 83(3), 517. https://doi.org/10.2307/2261604

Lenoir, J., Gégout, J. C., Marquet, P. A., de Ruffray, P., & Brisse, H. (2008).
A significant upward shift in plant species optimum elevation during
the 20th century. Science, 320(5884), 1768-1771. https://doi.org/
10.1126/science.1156831

MacDonald, D., Crabtree, J. R., Wiesinger, G., Dax, T., Stamou, N., Fleury,
P., Gutierrez Lazpita, J., & Gibon, A. (2000). Agricultural abandon-
ment in mountain areas of Europe: Environmental consequences
and policy response. Journal of Environmental Management, 59(1),
47-69. https://doi.org/10.1006/jema.1999.0335

Maes, S. L., Perring, M. P., Depauw, L., Bernhardt-R6mermann, M.,
Blondeel, H., Bramelis, G., Brunet, J., Decocq, G., den Ouden, J.,
Govaert, S., Hardtle, W., Hédl, R., Heinken, T., Heinrichs, S., Hertzog,
L., Jaroszewicz, B., Kirby, K., Kopecky, M., Landuyt, D., ... Verheyen,
K. (2020). Plant functional trait response to environmental drivers
across European temperate forest understorey communities. Plant
Biology, 22(3), 410-424. https://doi.org/10.1111/plb.13082

Martin, G., Devictor, V., Motard, E., Machon, N., & Porcher, E. (2019).
Short-term climate-induced change in French plant communities.
Biology Letters, 15(7), 20190280. https://doi.org/10.1098/rsbl.
2019.0280

Martinez-Almoyna, C., Calderon-Sanou, |, Lionnet, C., Gielly, L., Boyer,
F., Dufour, P., Dunyach, L., Miquel, C., Ohlmann, M., Poulenard,
J., Renaud, J.,, Saillard, A., Si-Moussi, S., Stephan, R., Varoux, M.,
Consortium, T. O, Miinkemdiller, T., & Thuiller, W. (2024). Vegetation
structure and climate shape mountain arthropod distributions
across trophic levels. Journal of Animal Ecology, 93(10), 1510-1523.
https://doi.org/10.1111/1365-2656.14164

Moles, A. T., & Westoby, M. (2006). Seed size and plant strategy across
the whole life cycle. Oikos, 113(1), 91-105. https://doi.org/10.
1111/j.0030-1299.2006.14194.x

Molnar, C., Casalicchio, G., & Bischl, B. (2018). iml: An R package for
interpretable machine learning. Journal of Open Source Software,
3(26), 786. https://doi.org/10.21105/joss.00786

Montras-Janer, T., Suggitt, A. J., Fox, R., Jonsson, M., Martay, B., Roy,
D. B., Walker, K. J., & Auffret, A. G. (2024). Anthropogenic climate
and land-use change drive short- and long-term biodiversity shifts
across taxa. Nature Ecology & Evolution, 8(4), 739-751. https://doi.
org/10.1038/s41559-024-02326-7

Myers-Smith, I. H., Forbes, B. C., Wilmking, M., Hallinger, M., Lantz, T,
Blok, D., Tape, K. D., Macias-Fauria, M., Sass-Klaassen, U., Lévesque,
E., Boudreau, S., Ropars, P., Hermanutz, L., Trant, A., Collier, L. S.,
WEeijers, S., Rozema, J., Rayback, S. A., Schmidt, N. M., ... Hik, D.
S. (2011). Shrub expansion in tundra ecosystems: Dynamics, im-
pacts and research priorities. Environmental Research Letters, 6(4),
045509. https://doi.org/10.1088/1748-9326/6/4/045509

Pacifici, M., Visconti, P., Butchart, S. H. M., Watson, J. E. M., Cassola, F.
M., & Rondinini, C. (2017). Species' traits influenced their response
to recent climate change. Nature Climate Change, 7(3), 205-208.
https://doi.org/10.1038/nclimate3223

Pau, S., Wolkovich, E. M., Cook, B. I., Davies, T. J., Kraft, N. J. B.,
Bolmgren, K., Betancourt, J. L., & Cleland, E. E. (2011). Predicting
phenology by integrating ecology, evolution and climate science.
Global Change Biology, 17(12), 3633-3643. https://doi.org/10.
1111/j.1365-2486.2011.02515.x

Pauli, H., Gottfried, M., Dullinger, S., Abdaladze, O., Akhalkatsi, M.,
Alonso, J. L. B, Coldea, G., Dick, J., Erschbamer, B., Calzado, R. F.,
Ghosn, D., Holten, J. I., Kanka, R., Kazakis, G., Kollar, J., Larsson, P.,
Moiseev, P., Moiseev, D., Molau, U., ... Grabherr, G. (2012). Recent
plant diversity changes on Europe's mountain summits. Science,
336(6079), 353-355. https://doi.org/10.1126/science.1219033

Pescott, O. L., Stroh, P. A., Humphrey, T. A., & Walker, K. J. (2022). Simple
methods for improving the communication of uncertainty in spe-
cies' temporal trends. Ecological Indicators, 141, 109117. https://doi.
org/10.1016/j.ecolind.2022.109117

Pierce, S., Negreiros, D., Cerabolini, B. E. L., Kattge, J., Diaz, S., Kleyer,
M., Shipley, B., Wright, S. J., Soudzilovskaia, N. A., Onipchenko, V.
G., van Bodegom, P. M., Frenette-Dussault, C., Weiher, E., Pinho,
B. X., Cornelissen, J. H. C., Grime, J. P., Thompson, K., Hunt, R.,
Wilson, P. J., ... Tampucci, D. (2017). A global method for calculating
plant CSR ecological strategies applied across biomes world-wide.
Functional Ecology, 31(2), 444-457. https://doi.org/10.1111/1365-
2435.12722

Pinho, B. X., Melo, F. P. L., ter Braak, C. J. F., Bauman, D., Maréchaux,
I., Tabarelli, M., Benchimol, M., Arroyo-Rodriguez, V., Santos, B.
A., Hawes, J. E., Berenguer, E., Ferreira, J., Silveira, J. M., Peres, C.
A., Rocha-Santos, L., Souza, F. C., Goncalves-Souza, T., Mariano-
Neto, E., Faria, D., & Barlow, J. (2025). Winner-loser plant trait
replacements in human-modified tropical forests. Nature Ecology
& Evolution, 9(2), 282-295. https://doi.org/10.1038/s41559-024-
02592-5

Pysek, P., Jarosik, V., Pergl, J., & Wild, J. (2011). Colonization of high alti-
tudes by alien plants over the last two centuries. Proceedings of the
National Academy of Sciences, 108(2), 439-440. https://doi.org/10.
1073/pnas.1017682108

Qian, H., Ricklefs, R. E., & Thuiller, W. (2021). Evolutionary assembly of
flowering plants into sky islands. Nature Ecology & Evolution, 5(5),
640-646. https://doi.org/10.1038/s41559-021-01423-1

Rahbek, C., Borregaard, M. K., Colwell, R. K., Dalsgaard, B., Holt, B. G.,
Morueta-Holme, N., Nogues-Bravo, D., Whittaker, R. J., & Fjeldsa,
J. (2019). Humboldt's enigma: What causes global patterns of
mountain biodiversity? Science, 365(6458), 1108-1113. https://doi.
org/10.1126/science.aax0149

Raunkiaer (with Internet Archive). (1934). The life forms of plants and sta-
tistical plant geography: Being the collected papers of C. Raunkiaer.
Clarendon Press. http://archive.org/details/lifeformsofplant0O000
crau

Reich, P. B.(2014). The world-wide ‘fast-slow’ plant economics spectrum:
A traits manifesto. Journal of Ecology, 102(2), 275-301. https://doi.
org/10.1111/1365-2745.12211

Reich, P. B., Walters, M. B., & Ellsworth, D. S. (1997). From tropics to
tundra: Global convergence in plant functioning. Proceedings of the
National Academy of Sciences of the United States of America, 94(25),
13730-13734. https://doi.org/10.1073/pnas.94.25.13730

85UB017 SUOWIWOD) BAIER.D 3|01 dde au3 Aq peuencb afe sapILe O 88N J0'SaIN. 0} A% 1T 8UIUO 481 UO (SUORIPUOD-PUR-SWIBIALIOD" A3 1M ARe.q 1 Bul1|UO//SH1Y) SUORIPUOD PLE SWB L U3 89S *[S5202/0T/90] Uo ARIqIT8UIIUO AB]IA * 80URIS BURILOOD - AYNOD UrRWOY AQ 6STOL 'Sh/2-S9ET/TTTT OT/I0PAL0D A8 | 1M AReiq 1 jeul|uo's euIno seq//sdny woJy papeojumod ‘0 ‘Gi22S9eT


https://doi.org/10.1111/nph.15290
https://www.dora.lib4ri.ch/wsl/islandora/object/wsl%3A9966/
https://www.dora.lib4ri.ch/wsl/islandora/object/wsl%3A9966/
https://doi.org/10.1098/rstb.2012.0091
https://doi.org/10.1098/rstb.2012.0091
https://doi.org/10.1146/annurev-ecolsys-102209-144628
https://doi.org/10.1146/annurev-ecolsys-102209-144628
https://doi.org/10.1046/j.1365-2435.2002.00664.x
https://doi.org/10.1046/j.1365-2435.2002.00664.x
https://doi.org/10.2307/2261604
https://doi.org/10.1126/science.1156831
https://doi.org/10.1126/science.1156831
https://doi.org/10.1006/jema.1999.0335
https://doi.org/10.1111/plb.13082
https://doi.org/10.1098/rsbl.2019.0280
https://doi.org/10.1098/rsbl.2019.0280
https://doi.org/10.1111/1365-2656.14164
https://doi.org/10.1111/j.0030-1299.2006.14194.x
https://doi.org/10.1111/j.0030-1299.2006.14194.x
https://doi.org/10.21105/joss.00786
https://doi.org/10.1038/s41559-024-02326-7
https://doi.org/10.1038/s41559-024-02326-7
https://doi.org/10.1088/1748-9326/6/4/045509
https://doi.org/10.1038/nclimate3223
https://doi.org/10.1111/j.1365-2486.2011.02515.x
https://doi.org/10.1111/j.1365-2486.2011.02515.x
https://doi.org/10.1126/science.1219033
https://doi.org/10.1016/j.ecolind.2022.109117
https://doi.org/10.1016/j.ecolind.2022.109117
https://doi.org/10.1111/1365-2435.12722
https://doi.org/10.1111/1365-2435.12722
https://doi.org/10.1038/s41559-024-02592-5
https://doi.org/10.1038/s41559-024-02592-5
https://doi.org/10.1073/pnas.1017682108
https://doi.org/10.1073/pnas.1017682108
https://doi.org/10.1038/s41559-021-01423-1
https://doi.org/10.1126/science.aax0149
https://doi.org/10.1126/science.aax0149
http://archive.org/details/lifeformsofplant0000crau
http://archive.org/details/lifeformsofplant0000crau
https://doi.org/10.1111/1365-2745.12211
https://doi.org/10.1111/1365-2745.12211
https://doi.org/10.1073/pnas.94.25.13730

GOURY ET AL.

Rémermann, C., Tackenberg, O., Jackel, A.-K., & Poschlod, P. (2008).
Eutrophication and fragmentation are related to species' rate of de-
cline but not to species rarity: Results from a functional approach.
Biodiversity and Conservation, 17(3), 591-604. https://doi.org/10.
1007/s10531-007-9283-2

Salguero-Gémez, R. (2017). Applications of the fast-slow continuum
and reproductive strategy framework of plant life histories. New
Phytologist, 213(4), 1618-1624. https://doi.org/10.1111/nph.14289

Soudzilovskaia, N. A., Elumeeva, T. G., Onipchenko, V. G., Shidakov, I. I.,
Salpagarova, F. S., Khubiev, A. B., Tekeey, D. K., & Cornelissen, J.
H. C. (2013). Functional traits predict relationship between plant
abundance dynamic and long-term climate warming. Proceedings
of the National Academy of Sciences of the United States of America,
110(45), 18180-18184. https://doi.org/10.1073/pnas.1310700110

Steinbauer, M. J., Grytnes, J.-A., Jurasinski, G., Kulonen, A., Lenoir, J.,
Pauli, H., Rixen, C., Winkler, M., Bardy-Durchhalter, M., Barni, E.,
Bjorkman, A. D., Breiner, F. T., Burg, S., Czortek, P., Dawes, M. A.,
Delimat, A., Dullinger, S., Erschbamer, B., Felde, V. A., ... Wipf, S.
(2018). Accelerated increase in plant species richness on mountain
summits is linked to warming. Nature, 556(7700), 231-234. https://
doi.org/10.1038/s41586-018-0005-6

Svenning, J.-C., & Sandel, B. (2013). Disequilibrium vegetation dynamics
under future climate change. American Journal of Botany, 100(7),
1266-1286. https://doi.org/10.3732/ajb.1200469

TAXREF (Ed.). (2025). TAXREF v17.0, référentiel taxonomique pour la
France. PatriNat (OFB-CNRS-MNHN-IRD), Muséum National
d'Histoire Naturelle.

Thuiller, W., Lavorel, S., Aratjo, M. B., Sykes, M. T., & Prentice, I. C. (2005).
Climate change threats to plant diversity in Europe. Proceedings of
the National Academy of Sciences of the United States of America,
102(23), 8245-8250. https://doi.org/10.1073/pnas.0409902102

Timmermann, A., Damgaard, C., Strandberg, M. T., & Svenning, J.-C.
(2015). Pervasive early 21st-century vegetation changes across
Danish semi-natural ecosystems: More losers than winners and a
shift towards competitive, tall-growing species. Journal of Applied
Ecology, 52(1), 21-30. https://doi.org/10.1111/1365-2664.12374

Venn, S. E., Green, K., Pickering, C. M., & Morgan, J. W. (2011). Using
plant functional traits to explain community composition across
a strong environmental filter in Australian alpine snowpatches.
Plant Ecology, 212(9), 1491-1499. https://doi.org/10.1007/s1125
8-011-9923-1

Violle, C., Navas, M.-L., Vile, D., Kazakou, E., Fortunel, C., Hummel, 1.,
& Garnier, E. (2007). Let the concept of trait be functional! Oikos,
116(5), 882-892. https://doi.org/10.1111/j.0030-1299.2007.
15559.x

Vitasse, Y., Ursenbacher, S., Klein, G., Bohnenstengel, T., Chittaro, Y.,
Delestrade, A., Monnerat, C., Rebetez, M., Rixen, C., Strebel, N.,
Schmidt, B. R., Wipf, S., Wohlgemuth, T., Yoccoz, N. G., & Lenoir, J.
(2021). Phenological and elevational shifts of plants, animals and
fungi under climate change in the European Alps. Biological Reviews,
96(5), 1816-1835. https://doi.org/10.1111/brv.12727

Vittoz, P., Bodin, J., Ungricht, S., Burga, C. A., & Walther, G.-R. (2008).
One century of vegetation change on Isla Persa, a nunatak in the
Bernina massif in the Swiss Alps. Journal of Vegetation Science, 19(5),
671-680. https://doi.org/10.3170/2008-8-18434

Westoby, M., Falster, D. S., Moles, A. T., Vesk, P. A., & Wright, I. J. (2002).
Plant ecological strategies: Some leading dimensions of variation
between species. Annual Review of Ecology and Systematics, 33,
125-159. https://doi.org/10.1146/annurev.ecolsys.33.010802.
150452

Wiens, J. J., Ackerly, D. D., Allen, A. P., Anacker, B. L., Buckley, L. B.,
Cornell, H. V., Damschen, E. I., Jonathan Davies, T., Grytnes, J.-
A., Harrison, S. P., Hawkins, B. A., Holt, R. D., McCain, C. M., &
Stephens, P. R. (2010). Niche conservatism as an emerging princi-
ple in ecology and conservation biology. Ecology Letters, 13, 1310-
1324. https://doi.org/10.1111/j.1461-0248.2010.01515.x

BRITISH 17
Egggltgg;w Journal of Ecology

Wright, I. J., Dong, N., Maire, V., Prentice, I. C., Westoby, M., Diaz, S.,
Gallagher, R. V., Jacobs, B. F., Kooyman, R., Law, E. A, Leishman, M.
R., Niinemets, U., Reich, P. B., Sack, L., Villar, R., Wang, H., & Wilf,
P. (2017). Global climatic drivers of leaf size. Science, 357(6354),
917-921. https://doi.org/10.1126/science.aal4760

Wright, I. J., Reich, P. B., Westoby, M., Ackerly, D. D., Baruch, Z., Bongers,
F., Cavender-Bares, J., Chapin, T., Cornelissen, J. H. C., Diemer, M.,
Flexas, J., Garnier, E., Groom, P. K., Gulias, J., Hikosaka, K., Lamont,
B. B, Lee, T, Lee, W,, Lusk, C., ... Villar, R. (2004). The worldwide
leaf economics spectrum. Nature, 428(6985), 821-827. https://doi.
org/10.1038/nature02403

Zhu, K., Song, Y., Lesage, J. C., Luong, J. C., Bartolome, J. W., Chiariello,
N.R., Dudney, J, Field, C. B., Hallett, L. M., Hammond, M., Harrison,
S. P, Hayes, G. F,, Hobbs, R. J., Holl, K. D., Hopkinson, P., Larios,
L., Loik, M. E., & Prugh, L. R. (2024). Rapid shifts in grassland com-
munities driven by climate change. Nature Ecology & Evolution, 8,
2252-2264. https://doi.org/10.1038/s41559-024-02552-z

SUPPORTING INFORMATION

Additional supporting information can be found online in the
Supporting Information section at the end of this article.

Appendix S1. Phylogenetical analysis of species trends.

Figure S1. Plant sampling design. Spatial coverage of the number
of occurrences over the entire study area (a). Temporal number of
occurrences (b) and species (c) observed each year.

Figure S2. Temporal change of species over the last 30years. The y-
axis shows the slope of the species from the Bayesian model, while
the x-axis corresponds to the species. Species have been removed for
clarity. Winners are shown in green, while stable and losing species
are shown in grey and purple respectively. Species with missing data
and no significant change are shown in red and yellow respectively.
For details of species change over time, see https://frescalo.osug.fr/.
Figure S3. Characterisation of winners and losers. Temporal trend
of species as a function of their commonness (i.e., number of
pixels where a species has at least one occurrence), (a). Each pixel
corresponds to one species. The proportion of species according to
their (b) regional Red List category and their (c) biogeographic status.
Winners are shown in green, stable and declining species in grey
and purple respectively. Species with missing data and no significant
change are shown in red and yellow respectively.

Figure S4. Prediction of temporal trend (slope) using traits for
species and each life form. The x-axis shows the observed values,
while the y-axis shows the predicted values. Each point corresponds
to a species, and winners are shown in green, while stable and
losing species are shown in grey and purple respectively. The red
line corresponds to the 1:1 line, which represents well predicted
values. The top-left panel corresponds to tree species, the top-right
represents shrubs, while the bottom left and right panels represent
herb and graminoid species.

Figure S5. Partitioning of plant trait space across tree (a), shrub
(b), herb (d) and graminoid (e) species. The first dimension (x-axis)
captures plant height and seed mass with a total of 24% of the
variation, while the second dimension (y-axis) captures temperature
tolerance with a total of 13% of the variation (c). The purple contour
corresponds to the loser species, while the green contour shows the

winner species.
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Figure S6. Proportion of winner, loser and stable species within
each family (a). The y-axis shows the family ranked by the
proportion of winner, loser and stable species (x-axis) associated
with the number of species (log, b) within each family. Winners
are shown in green, stable and losing species in grey and purple
respectively.
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