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Abstract: As many tree species populations are being degraded by climate change, adaptive conservation, 
and forest management, such as assisted gene flow (AGF), can provide the genetic variation needed to 
adapt to climate change. The core of this strategy is to assist the adaptation process in populations at risk 
of climate maladaptation by introducing individuals with beneficial alleles to cope with expected climate 
changes. Castanea sativa Mill. (sweet chestnut) is an essential component of natural forests in the Medi-
terranean and Caucasian regions, with a long history of cultivation. Current climate change may seriously 
threaten the long-term persistence of the species, particularly in the Caucasus region, where the largest 
range reductions are predicted. Here, we used Species Distribution Models (SDMs) to assess the feasi-
bility of AGF in European and Caucasian populations of Castanea sativa. Bioclimatic variables for present 
(1981–2010) and future (2071–2100) conditions were obtained from the CHELSA climate database. The 
final models of future species ranges were averaged across three climate models (IPSL-CM6A-LR, MPI-
ESM1-2-HR and UKESM1-0-L) and three climate change scenarios – SSP1-2.6, SSP3-7.0 and SSP5-8.5. 
There are marked differences in the climatic niches of the Iberian, Alpine-Apennine, Balkan, and Caucasian 
populations, with significant implications for AGF. The most suitable European areas for the Caucasian 
populations were found only in the Adriatic region. The Iberian populations were not compatible with the 
predicted future climate in the Caucasus in any of the scenarios tested. Suitable areas for Alpine-Apennine 
populations within the AGF strategy were predicted in the Colchic lowlands, the eastern Pontic mountains 
and the Hyrcanian forests in the SSP1-2.6 and SSP3-7.0 climate change scenarios. In contrast, the Balkan 
populations would be compatible at most with the western Pontic mountains and, to a lesser extent, with 
the Hyrcanian forests. According to the most damaging climate scenario SSP5-8.5, the potential of AGF 
in the Caucasus with Alpine-Apennine and Balkan populations could be very limited. Our study showed 
limited applicability of AGF for Castanea sativa between the European and Caucasian populations due to low 
climate match. Genomic modelling is needed to fully assess the feasibility of this strategy in the species.
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Introduction

Species extinction is at the center of the debate 
on biodiversity loss. However, population loss is oc-
curring at a faster rate than species loss and is likely 
to be a more important conservation problem glob-
ally (Urban, 2015; Briggs, 2017). Population decline 
threatens species with extinction because smaller 
populations are more susceptible to inbreeding and 
genetic drift, leading to loss of genetic diversity and 
impairment of evolution, including the adaptive pro-
cess. The population declines already reported are 
severe (Briggs, 2017; Stanke et al., 2021). Many tree 
species are threatened with extinction due to anthro-
pogenic factors such as deforestation, fragmentation, 
pollution, and land-use change (Rivers et al., 2019). 
Ongoing climate change is also one of the most se-
vere threats to trees. For example, trees are increas-
ingly reported to suffer from heat waves, which cause 
large-scale mortality of their populations (Allen et 
al., 2010; Buras et al., 2018; Senf et al., 2020). Fur-
thermore, the distributional projections also predict 
significant losses of ranges (Dyderski et al., 2018; Il-
lés & Móricz, 2022; Mauri et al., 2022).

Adaptation, migration, plastic response, or extinc-
tion are the possible outcomes for tree populations 
as a result of the ongoing global climate crisis (Ait-
ken et al., 2008). During the Pleistocene and much 
of the Holocene, the response of tree populations to 
changing environments was sufficient to survive and 
evolve (de Lafontaine et al., 2018). However, the cur-
rent pace of climate change appears to be too fast 
for many populations to track these changes, put-
ting them at risk of maladaptation and extinction. As 
forests are reservoirs for biodiversity and are essen-
tial for providing ecological, economic, and societal 
benefits, it is of utmost importance to develop new 
strategies aiding the survival of trees locally, region-
ally, and globally (Lachmuth et al., 2023). Therefore, 
conservation and management strategies for species 
should focus even more on populations than on spe-
cies, and include new approaches to climate change 
mitigation (Millar et al. 2007; Lefèvre et al., 2013; 
Gömöry et al., 2020; Kurz et al., 2023).

The paradigm of “local is the best” led to the 
use of local germplasm for conservation efforts and 
active management of forests (Prober et al., 2015; 
Myking et al., 2016). While the use of locally adapt-
ed seeds ensures endurance against environmental 
challenges by utilizing local adaptation, “local is the 
best” is questioned about being not fast enough to 
track the rapid climate change and resist disruption 
of the adaption of local populations (Konnert et al., 
2015). At the population level, one of the climate 
change mitigation strategies to avoid maladapta-
tion is the managed translocation of germplasm of 
individuals or populations to new areas. This idea 
has been translated into the concept of assisted mi-
gration (AM). In its broadest sense, it is defined as 
the deliberate translocation of individuals within 
or beyond the natural range of a species (Aitken & 
Witlock, 2013). For the most part, AM is discussed 
in the context of human-mediated expansion of the 
natural range of species, or the introduction of the 
target species into areas where it has not historically 
been recorded (McLachlan et al., 2007; Hewitt et al., 
2011; Aitken & Witlock, 2013). In contrast, assisted 
gene flow (AGF) is methodologically embedded in 
the natural range and refers to the managed move-
ment of individuals or gametes between populations 
within the natural range of a species (Aitken & Wit-
lock, 2013).

Assisted gene flow is a strategy that is being con-
sidered as a potentially highly effective forest man-
agement and conservation option to address the 
current climate changes and related risks (Aitken & 
Bemmels, 2016; Aitken & Whitlock, 2013; Browne 
et al., 2019). The expected outcome is an increase 
in population fitness by introducing genotypes 
pre-adapted to new climates or increasing their fre-
quency in the target populations. AGF aims therefore 
not only the prevention of extinction but mostly the 
improvement of the fitness of populations in the new 
climatic future, with long-term persistence as the ul-
timate goal. However, although AGF is considered as 
a management tool in mitigating the climate crisis, 
it is still controversial as it implies a risk of failures. 
Firstly, climate change is predicted with considerable 
uncertainty. Secondly, other factors than climate may 
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drive the local adaptation (Wadgymar et al., 2015). 
Also, there are potentially harmful genetic conse-
quences on AGF, such as outbreeding depression and 
disruption of the local adaptations to factors other 
than climate (e.g. photoperiod, soil etc.) which may 
decrease the fitness of targeted populations (Aitken 
& Whitlock, 2013). In case of adaptive hybridization, 
which may be a form of AGF between closely related 
species (e.g., F. sylvatica and F. orientalis; Kurz et al., 
2023), the risk of genetic swamping and loss of local 
lineages through evolutionary replacement should be 
considered.

Castanea sativa Mill. (sweet chestnut) is a highly 
economically and ecologically important tree species 
distributed in the countries of the Mediterranean Ba-
sin, Central Europe, and West Asia - the Caucasus 
(Fig. 1; Conedera et al., 2004; Freitas et al., 2022; 
Aglietti et al., 2022). It is an iconic tree species in 
the Mediterranean countries, a pillar of their agro-
forestry (Freitas et al., 2021; Braga et al., 2023) and 
vital biocultural element of the region (Pollegioni et 
al., 2020). Being the Neogene relict, sweet chestnut 
contributes importantly to the natural evolution-
ary heritage of the European and West Asiatic flora. 
The species has been the subject of many studies in 
the European range, dealing with the evolutionary 
history of the species or the factors underlying the 
spatial distribution of genetic variability in the con-
text of human cultivation and adaptation to climate 
change (e.g., Míguez-Soto et al., 2019; Pollegioni et 
al., 2020; Castellana et al., 2021). In contrast, few 
studies have examined Caucasian populations, de-
spite the species’ prominent role in the region’s 
forest ecosystems. In the Western Caucasus, sweet 
chestnut forms pure stands, some of which still re-
tain the character of past Neogene forests, and re-
mains the key component of the forest vegetation of 
the mid-elevation belt (Nakhutsrishvili, 2013). The 
most comprehensive studies conducted in the Cau-
casus, which included 21 natural populations and 
covered the entire range, demonstrated the retaining 

of high genetic diversity in sweet chestnut and in-
tensive gene flow, resulting in moderate genetic dif-
ferentiation (Beridze et al., 2023a). Similar to initial 
studies (Mattioni et al., 2017), the Western Cauca-
sus was identified as harbouring the highest genetic 
diversity (Beridze et al., 2023a). A reconstruction of 
the demographic history of the species revealed long-
term genetic isolation between European-Caucasian 
gene pools since the mid-Pleistocene and concluded 
that conservation of diversity in the Caucasus is a 
high priority for species adaptation and future breed-
ing programmes (Beridze et al., 2023b).

The natural history of the C. sativa in Europe is 
marked by domestication and cultivation dating back 
to the Neolithic period, but it was not until the Mid-
dle Ages that the species began to be planted and 
bred on a large scale (Conedera et al., 2004, 2016). 
Similarly to Euro-Mediterranean, in the Caucasian 
range, the species was appreciated as a valuable 
source of timber, fruits and honey but this isolat-
ed gene pool was much less affected by cultivation 
(Bobokashvili & Maghradze, 2009, Beridze et al., 
2023a, b). In a result of the socio-economic changes 
in Europe since the 18th century and the mass dying 
off at the beginning of the 20th century due to novel 
and aggressive pests and diseases, the species has be-
come less important for the European economy (Zla-
tanov et al., 2013; Condera et al., 2021). However, 
it recently gains increased attention as the potential 
tree of choice for forestry in new climatic conditions. 
Such suggestions came from studies indicating the 
adaptive responsiveness of the species to drought 
(Míguez-Soto et al., 2019; Castellana et al., 2021). 
Although the experimental studies carried out on 
young seedlings do suggest resistance to drought 
(Camisón et al., 2020), this effect does not need to 
be transferred to older ontogenetic stages and main-
tained in natural conditions. For example, in Spain, 
the productivity and survival of sweet chestnut is 
compromised by recent climate changes (Alcaide et 
al., 2019).

Fig. 1. Natural distribution of Castanea sativa in Europe and the Caucasus based on Caudullo et al. (2017), Poljak et al. 
(2017) and Castellana et al. (2021). The blue dashed area delineates the Caucasus ecoregion, dots refer to the isolated 
stands. Red-Iberian populations; blue-the  Alpine-Apennine populations; green - the Balkan populations and yellow - 
the Caucasian populations
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Species Distribution Models (SDMs) predict the 
future expansion of sweet chestnut into northern Eu-
ropean areas but at the expense of some losses in the 
core range, in the southern European part (Mauri et 
al., 2022; Freitas et al., 2022). Other study suggests 
significant losses in the area suitable for the spe-
cies’ grow in the future in Europe (Castellana et al., 
2021). The species is predicted to decline drastically 
in the Caucasian range because of climate change, 
with potential negative impacts on genetic resources. 
According to Beridze et al. (2023a), the eastern part 
of the species’ natural range in the Caucasus may be 
lost due to climate change, resulting in a pronounced 
genetic impoverishment of this regional gene pool. 
Genetically informed conservation management to 
secure the species’ genetic resources in the Caucasus 
has been outlined (Beridze et al., 2023a). A serious 
threats to C. sativa are pests and diseases that are 
intensified by climate change and decimate stands 
in Europe and the Caucasus, especially those with 
already reduced fitness due to abiotic stresses (Fer-
nandes et al., 2022). A recent study challenges the 
perception of the species as a future-proof tree in 
Europe due to its low competitive ability, which re-
quires silvicultural management to achieve desired 
productivity and wide distribution (Conedera et al., 
2021). The low competitiveness of the species and 
limited potential of dispersal challenge the natural 
ability of sweet chestnut to expand northward, as 
projected by SDMs in response to the expected cli-
mate change. It therefore appears that the future of 
this valuable tree species in Europe and the Caucasus 
may be significantly dependent on human interven-
tions and adaptive management tools, such as AGF.

Despite the static approaches to defining future 
ranges offered by SDMs, they can provide initial 
guidance for the conservation and management of 
tree populations and have been shown to provide 
information on potentially maladapted populations 
(Pecchi et al., 2019; Sękiewicz et al., 2020; Mauri et 
al., 2022; Mellert & Šeho, 2022; Alipour et al., 2023). 
Ideally, climate modelling combined with recognised 
local adaptation patterns should inform the design 
of AGF strategies and policies (e.g., Borrell et al., 
2020). However, searching for loci involved in local 
adaptation is challenging because of the complex de-
terminism of these traits (e.g., Bruxaux et al., 2023). 
Hence, despite their shortcomings, climatic models 
based on SDMs are one of the simplest tools for the 
initial predicting the global and local impacts of cli-
mate change on the future distribution of species 
(Mauri et al., 2022; Sękiewicz et al., 2022; Beridze 
et al., 2023a).

In this work, we investigated the possibility of 
using SDM to guide sweet chestnut management in 
future climates within the AGF approach. SDMs pro-
vide a relatively simple way to gain initial insights 

into the climatic compatibility between source and 
target populations, which is the baseline for this 
adaptive management. Using SDMs, we aimed to as-
sess the climatic compatibility between the European 
and Caucasian gene pools of sweet chestnut and to 
identify the climatic factors underlying the possible 
outcome of such adaptive management in different 
climatic scenarios. The results of this work may ben-
efit future sweet chestnut breeding and conservation 
programs in Europe and the Caucasus.

Materials and Methods
Species occurrence data

The data on the species’ natural distribution was 
acquired from Caudullo et al. (2017), Janfaza et al. 
(2017) and Beridze et al. (2023a, b). In terms of dis-
tributional records, we choose the points locations 
inside the range polygon randomly. Closely located 
spots were automatically treated by the MaxEnt algo-
rithm as one record. Due to the marked climatic dif-
ferences, the European occurrence spots of the species 
were divided into three subsets representing the Ibe-
rian gene pool (western; 295 geospots), Apennine-Al-
pine gene pool (central; 487 geospots) and Balkan 
gene pool (eastern; 387 geospots) of the species (Fig. 
1). The Caucasian range of the species was represent-
ed by 825 geospots (Beridze et al., 2023a, b). This 
number of records fulfil the requirements of building 
accurate species distribution models in MaxEnt (van 
Proosdij et al., 2016; Sarıkaya et al., 2022). The subdi-
vision of the natural range of the sweet chestnut that 
has been adopted in this work is also justified by the 
schemes used in the international provenance trials 
(e.g., Maurer & Fernández-López, 2001). As a result, 
four simulations have been launched for mapping 
of the suitable areas for AGF management in sweet 
chestnut, including 1) the Caucasian populations for 
the European range, 2) the Iberian populations for 
the Caucasian region, 3) the Apennine-Alpine pop-
ulations for the Caucasian region and 4) the Balkan 
populations for the Caucasian region.

MaxEnt simulations

We investigated the distribution of C. sativa us-
ing the maximum entropy algorithm implemented 
in MaxEnt 3.4.3 (Phillips et al., 2006) and used the 
bioclimatic variables available on the CHELSA 1.2 
(Climatologies at high resolution for the earth’s land 
surface areas; Karger et al., 2017; Karger et al., 2021) 
for current (1981–2010) and future (2071–2100) 
climatic conditions at 0.5’ resolution. The main ad-
vantage of CHELSA database is that the precipita-
tion algorithm incorporates orographic predictors, 
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including wind fields, valley exposure and bound-
ary layer height, with subsequent bias correction. 
In result, it may outperform widely used WORLD-
CLIM database (Bobrowki et al., 2021), especially 
in complex landscapes such as mountainous areas. 
We obtained 19 bioclimatic variables (bio1–19; Table 
1) using the latest Coupled Model Intercomparison 
Project (CMIP6) (Eyring et al., 2016; Meinshausen 
et al., 2020) for three future Shared Socioeconomic 
Pathways (SSPs) scenarios: SSP1-2.6, SSP3-7.0, and 
SSP5-8.5 (IPCC/CMIP6). Scenario SSP1-2.6, with a 
radiative forcing of 2.6 W/m² by 2100, describes the 
optimistic conditions simulating the targeted 2  °C 
increase in global mean temperature and an atmos-
pheric CO2 concentration of 393 ppm, assuming miti-
gation actions are taken. Next, the SSP3-7.0 scenario, 
which assumes a radiative forcing of 7 W/m² by 2100 
with a CO2 concentration of 867 ppm, represents the 
upper-middle part of the full range of scenarios and 
predicts a global mean temperature increase of up to 
3.6 °C. Finally, the most pessimistic scenario, SSP5-
8.5, assumes a development based entirely on fossil 
fuels, leading to an atmospheric CO2 concentration of 
1135 ppm, with a radiative forcing of 8.5 W/m² and 

a global mean temperature of 4.4 °C by 2100 (Mein-
shausen et al., 2020). To obtain reliable and unbi-
ased estimates, three global circulation models out 
of five currently available on CHELSA were used: IP-
SL-CM6A-LR, MPI-ESM1-2-HR, and UKESM1-0-LL. 
These climatic models were of highest recommenda-
tion to use in modelling (Karger et al., 2021) and 
were chosen considering the Inter-Sectoral Impact 
Model Intercomparison Project (ISIMIP3b) protocol 
suggestions (Karger et al., 2021; https://www.isi-
mip.org/protocol/3/). All downloaded rasters were 
standardized with QGIS 3.16.3 ‘Białowieża’ (QGIS 
Development Team, 2022).

First, to deal with multicollinearity we per-
formed autocorrelation analyses for the current 
period (1981–2010) bioclimatic variables using 
layerStats function based on Pearson’s correlation 
analysis (package raster 3.5–15; Hijmans et al., 
2015), and the multicollinearity cutoff=0.9 was 
used to select the subset of non-collinear variables. 
Next, the vif function implemented in the usdm R 
package (Naimi et al., 2014) was applied to select 
the final set of variables used in modelling. As a re-
sult, five temperature and three precipitation-related 
predictive bioclimatic variables were used in the fi-
nal simulations (Table 1). Next, using Caucasian ge-
ospots and the current period bioclimatic variables, 
the MaxEnt model was trained to project calibrated 
algorithms for each future climatic scenario (2071–
2100) and studied climatic models in the European 
range. In the reverse analysis, subregional Europe-
an geospots (Iberian, Apennine-Alpine and Balkan) 
were used to predict suitable future areas in the Cau-
casus ecoregion. MaxEnt was run with a “random 
seed” option and 20% of input data was used for 
model testing and 100 bootstrap replications were 
chosen with maximum iterations of 104 and output 
was set as logistic. Model accuracy was evaluated 
using the area under the receiver operating curve 
(AUC) values of the receiver operating curve (ROC) 
as a threshold-independent evaluation metric (Mas 
et al., 2013). The AUC is based on the ROC curve, 
the shape of which depends on the sensitivity of the 
model (the ratio of true positives to the sum of true 
positives and false negatives) and its specificity (the 
ratio of true negatives to the sum of true negatives 
and false positives). The AUC is the value of the area 
under the ROC curve, which determines how well 
the model can discriminate between classes. A per-
fect model has an AUC close to 1. The AUC value of 
0.5 indicates that the model is close to random, while 
a value of 0 indicates the inverse of the true obser-
vations (predicts a negative class as a positive class 
and vice versa). The area of distribution (in km2) was 
computed in QGIS using the $area function for two 
thresholds ≥10% and ≥50% of habitat suitability for 
sweet chestnut.

Table 1. Description of predictive bioclimatic variables 
available in CHELSA database of climatologies. Biocli-
matic variables used in the final modelling in this study 
are shown in bold

Code Name Unit
bio1 mean annual air temperature °C
bio2 mean diurnal air temperature range °C
bio3 isothermality °C
bio4 temperature seasonality °C/100
bio5 mean daily maximum air temperature of 

the warmest month
°C

bio6 mean daily minimum air temperature of the 
coldest month

°C

bio7 annual range of air temperature °C
bio8 mean daily mean air temperatures of the 

wettest quarter
°C

bio9 mean daily mean air temperatures of the 
driest quarter

°C

bio10 mean daily mean air temperatures of the 
warmest quarter

°C

bio11 mean daily mean air temperatures of the 
coldest quarter

°C

bio12 annual precipitation amount kg m−2

bio13 precipitation amount of the wettest month kg m−2

bio14 precipitation amount of the driest month kg m−2

bio15 precipitation seasonality kg m−2

bio16 mean monthly precipitation amount of the 
wettest quarter

kg m−2

bio17 mean monthly precipitation amount of the 
driest quarter

kg m−2

bio18 mean monthly precipitation amount of the 
warmest quarter

kg m−2

bio19 mean monthly precipitation amount of the 
coldest quarter

kg m−2
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Results
Simulations validation

The scores of AUC values were high (>0.95), in-
dicating good fitness of the models (Table 2). The 
lowest support for model performance was obtained 
in simulations of the suitability areas for the Ap-
ennine-Alpine populations in the Caucasus (0.957, 
0.958 and 0.986 for SSP126, SSP370 and SSP585, re-
spectively) and the highest in simulations of the suit-
ability areas for Iberian populations in the Caucasus 
(0.983, 0.985 and 0.983 for SSP1-2.6, SSP3-7.0 and 
SSP5-8.5, respectively, Table 2).

The contribution of precipitation- and tempera-
ture-derived variables varied largely depending on 
the scenario (Table 2). The Caucasian populations 
were the most divergent - bio14 (precipitation of 
driest month) was a single and the most important 
variable, reaching nearly 60% of contribution in the 
simulations, while all remaining variables were of 
much less importance (Table 2). The Iberian popula-
tions are also outstanding because two other climatic 
variables - bio4 (temperature seasonality >40%) and 
bio19 (precipitation of the coldest quarter, 37–40%) 
were the only two strongest predictors. For the Balkan 
and Apennine-Alpine populations, precipitation-re-
lated bioclimatic variables were the most important 

factors. Precipitation of the coldest quarter (bio19) 
had a contribution of 27–28% for the Balkan range, 
while for the Apennine-Alpine populations precipita-
tion of the driest month (bio14) was more significant 
with a contribution of 28–29%. Temperature season-
ality (bio4) was equally important in both regions 
with a contribution ca. 18%.

The probability of C. sativa occurrence in the Cauca-
sus increased with high values of the precipitation-de-
rived variables, which also have much wider ranges 
compared to the Balkan, Iberian, and Apennine-Al-
pine ranges of the species (Fig. 2). Thermal niche of 
sweet chestnut in the Caucasus differs significantly 
from the European range, especially in terms of bio9 
(mean temperature of the driest quarter). According-
ly, the highest probability of the species occurrence 
coincides with the temperatures below zero for bio9 
while the species requires a temperature of at least 
16 °C in the European range during the driest quar-
ter (Fig. 2). In comparison to the European regions, 
sweet chestnut in the Caucasus also experiences high-
er temperature seasonality and the lower annual mean 
temperature (Table 3). In the driest month, the mean 
precipitation in the Caucasian range of the species 
is higher than in Europe (on average 74.1 mm). For 
example, in areas occupied by sweet chestnut in the 
Balkans, the mean precipitation of the driest month 
is only 35.9 mm. However, while the driest months 

Table 2. Model performance expressed by area under receiver operating curve (AUC) and contribution of the most impor-
tant bioclimatic variables to the SDMs projections for tested gene pools of Castanea sativa. Values are averaged across 
three global circulation models used

Scenario AUC bio1 bio3 bio4 bio5 bio9 bio13 bio14 bio19
Caucasus
SSP1-2.6 0.981 14.40 10.60 1.00 1.30 0.80 1.90 58.60 5.40
SSP3-7.0 0.980 14.50 10.20 1.00 1.10 0.70 1.90 59.50 5.20
SSP5-8.5 0.980 15.20 10.30 1.10 0.90 0.70 1.90 58.80 5.00
Balkan
SSP1-2.6 0.980 1.00 1.10 18.77 1.20 19.90 1.77 16.33 27.47
SSP3-7.0
SSP5-8.5 0.980 0.97 0.93 18.23 1.20 17.27 1.83 15.70 27.23
Alpine-Apennine
SSP1-2.6 0.957 0.77 1.40 18.60 2.70 6.20 22.67 28.40 8.07
SSP3-7.0 0.958 0.77 1.37 18.37 2.93 6.27 22.90 28.40 8.03
SSP5-8.5 0.956 0.93 1.47 18.10 2.47 6.63 21.53 29.13 7.43
Iberian
SSP1-2.6 0.983 0.70 3.50 42.23 0.87 0.70 1.17 6.10 38.70
SSP3-7.0 0.985 0.73 3.30 40.80 0.90 0.73 1.20 5.97 40.13
SSP5-8.5 0.983 0.87 3.10 44.53 0.87 0.80 1.37 5.33 37.27

Table 3. Average values of the most important bioclimatic variables in the SDMs projections of Castanea sativa in different 
regions

bio1 bio3 bio4 bio9 bio13 bio14 bio19
Caucasus 8.95 29.04 757.35 8.54 163.08 74.14 319.51
Alpine-Apennine 11.29 32.22 648.93 14.31 143.26 50.24 272.56
Balkan 12.23 32.28 669.29 20.09 135.82 35.09 328.53
Iberian 12.45 38.58 403.71 17.69 209.23 47.19 498.20
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Fig. 2. Bioclimatic variables gained from CHELSA with the highest contribution in SDMs projections showing variable 
current climatic requirements of Castanea sativa populations, including the Iberian, Balkan, Alpine-Apennine, and 
Caucasian regions
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in the Caucasus fall into the winter, it is the opposite 
for the European regions for which the summer pe-
riod is the driest. The most divergent in terms of the 
occupied climatic niche, especially precipitation, are 
sweet chestnut populations from the Iberian Peninsu-
la. Those populations experience the highest precip-
itation in the coldest quarter compared to the other 
regions of Europe and the Caucasus (Table 3).

Climate-based areas suggested for AGF

The climate-based future suitable areas for the 
sweet chestnut from the Caucasus at SSP1-2.6 cli-
mate change scenario encompasses central and 
Southern Europe (Fig. 3) and amounts to a total 
of 755,927 km2. The most preferable areas for AGF 
would be restricted to the north-eastern shores of the 
Adriatic Sea (Italy-Slovenia-Croatia) where the suit-
ability was predicted to reach >70%. Additionally, 
high probability habitats (suitability ca. 50%) were 
also projected in two disjunct pockets in Italian Alps 
and Jura mountains (Fig. 3, A). Under the SSP3-7.0 
scenario, SDM predicts roughly a similar geographic 
area suitable for the Caucasian populations but with 
a reduction of the areas having suitability ≥50%. The 
most damaging climatic change scenario of SSP5-8.5, 
is likely to drastically limit theoretical suitable areas 
for the Caucasian populations of sweet chestnut in 
Europe. Specifically, the overall distribution consid-
ered with at least 10% suitability is 45% less, and the 
highly suitable areas considered with at least 50% 
suitability are ca. 86% less compared to the SSP1-2.6 
optimistic climate change scenario (Fig. 3C).

In general, the future climate in the Caucasus is 
unlikely to provide climatically suitable habitats for 
the European populations of sweet chestnut over a 
wide area (Figs 4–6). Additionally, there is strong 
variability between populations and scenarios. 
Among the tested projects of AGF, the Iberian popu-
lations are predicted to be the worst adapted to the 
future climate in the Caucasus, while the Alpine-Ap-
ennine gene pool seems to be much better adapted. 
Also, the usefulness of the Balkan gene pool for AFG 
in the Caucasus would be moderate under SSP1-2.6, 
but in the warmer scenario of SSP3-7.0 these popu-
lations could be better suited than the Alpine-Apen-
nine populations. However, in the case of both gene 
pools, the eastern Pontic mountains and the areas of 
the Hyrcanian forests are predicted to be the most 
suitable in comparison to the South Caucasus, which 
includes the territories of Georgia and Azerbaijan. 
The exception is a limited area in the western parts 
of the region - the Colchic lowlands and Adjara. Fur-
thermore, in the SSP1-2.6 scenario, the model pre-
dicted future suitable climatic conditions for the Bal-
kan gene pool in southern Türkiye, where chestnut is 
currently absent.

Discussion
Climatic incompatibility between 
European and Caucasian ranges

The close evolutionary relationship between Eu-
rope and the Caucasus is evidenced by the sharing 
of many plant genera, species, or sister taxa between 
the two regions (Tarkhnishvili, 2014; Manafzadeh et 
al., 2017). In addition to C. sativa, economically im-
portant forest tree species in the Caucasus include 
Pinus sylvestris subsp. hamata Steven, Abies nordman-
niana (Steven) Spach, Picea orientalis (L.) Carr., Alnus 
glutinosa subsp. barbata (C.A. Mey.) Yalt., Carpinus 
betullus L., C. orientalis Mill., Quercus petraea (Matt.) 
Lieb., or species belonging to Tilia L. and Acer L. Long 
periods of genetic isolation between Euro-Siberian, 
Mediterranean, and Caucasian populations have re-
sulted in genetic differentiation, which is likely to 
have been driven by adaptive divergence. As a result, 
phylogenetically close taxa now grow in ecologically 
very different habitats in Europe and the Caucasus 
(Dering et al., 2021; Sękiewicz et al., 2022). There-
fore, the Caucasian populations of sister or closely 
related species currently found in Europe appear to 
be perfect candidates for AGF in the new climatic 
conditions (e.g., Kurz et al., 2023).

Recently, studies investigating AFG for Fagus syl-
vatica with the subspecies F. sylvatica subsp. orientalis 
distributed in the Caucasus region conducted with 
SDMs suggest the potential genetic gains of such 
management strategy (Mellert & Šeho, 2022; Kurz 
et al., 2023). In contrast, our SDMs-based analysis 
predicted a limited application of AGF in the Eu-
ropean populations of C. sativa with the Caucasian 
populations. We estimated that the highly suitable 
areas for the Caucasian populations cover only about 
30% of the current theoretical natural distribution of 
the species in Europe. According to our autecological 
analysis, the Caucasian populations grow in a much 
wetter climate, with higher rainfall during the driest 
periods, which likely explain the general mismatch 
between ranges. Given the relatively stable future 
distribution of C. sativa across the European range 
predicted by SDMs (Mauri et al., 2022) and the high 
genecological variability of the species (e.g., Mattioni 
et al., 2017; Fernández-López et al., 2021), it is likely 
that, if required, AGF in the European range could 
be based solely on the diverse European gene pool. 
On the contrary, drastic losses of the species are pre-
dicted in the Caucasian range by SDMs (Beridze et 
al., 2023b), and AGF for this region appears to be 
very limited with the different European gene pools 
tested in this study (Iberian, Alpine-Apennine, and 
Balkan). In fact, none of the European gene pools 
match the current core range of sweet chestnut in 
the South Caucasus, and the Iberian populations are 
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Fig. 3. Maps of the theoretical suitable areas in Europe for the Caucasian populations of Castanea sativa simulated using 
Maxent, representing theoretical ranges in 1971–2100 for three climatic scenarios employed: A – SSP1-2.6, B – SSP3-
7.0, and C – SSP5-8.5; habitat suitability chart in percentages
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completely mismatched (Figs 4–6). The most suita-
ble areas for the European populations to grow in the 
Caucasus are the Pontic mountains in Türkiye and 
the Hyrcanian forest in Iran.

At the northern edge of the specie’s range, the 
development of C. sativa is limited by low temper-
atures, which cause frost damage and reduced seed 
production, while at the southern edge, its survival 
is limited by drought (Freitas et al., 2021). Our study 
shows that sweet chestnut has a variable preference 
in terms of climatic requirements, either in Europe 
or in the Caucasus range (Fig. 2). A marked diver-
gence in the climatic niche between the European 
and Caucasian populations of the species may be a 
determinant of the success or failure of AGF (Fig. 
2, Table 3). Moreover, the three European distribu-
tion areas, which include the Iberian, Apennine, and 
Balkan peninsulas, represent very different climatic 
niches of sweet chestnut in terms of precipitation 
and temperature, and thus have different potential 
applicability for the Caucasus region (Table 3). Ac-
cording to our results, the Balkan populations expe-
rience the most continental climate, with the hottest 
and driest summer months, while the mesic habitats 
of the species are in the northern Iberian Peninsu-
la, under the influence of the Atlantic climate (Fig. 
2). In addition, the Iberian populations grow within 
fairly narrow annual temperature ranges, as indicat-
ed by the lowest values of the temperature season-
ality (bio4) and the highest average isothermality 

(bio3) compared to the other European populations 
(Table 3). Spare and isolated populations located in 
the southern part of the Iberian Peninsula grow un-
der more arid conditions. Conversely, both temper-
ature-related bioclimatic variables (bio3 and bio4) 
have very different means in the Caucasus com-
pared to the European populations. Moreover, bio4 
is practically insignificant for the probability of spe-
cies occurrence in the Caucasus, whereas it is the 
key factor for the Iberian populations (contribution 
>40%). Sweet chestnut also grows at lower annual 
temperatures in the Caucasus (8.9 °C) compared to 
the Iberian populations (12.5 °C). Studies show the 
importance of temperature for the growth and repro-
duction of the species, making it highly vulnerable 
to climate change (Freitas et al., 2021; Pérez-Girón 
et al., 2020). The differences in temperature-related 
factors probably explain the overall low compatibili-
ty between the Iberian and Caucasian populations of 
sweet chestnut in terms of potential AGF assessed 
on the basis of climatic factors. A recent study in-
vestigating the feasibility of AGF in European beech 
with Oriental beech also highlighted that the latter 
experiences much greater annual variation in precip-
itation and temperature compared to the European 
species (Kurz et al., 2023).

In the Caucasus and Iberian Peninsula the species 
occurs in very different habitats in terms of precipita-
tion, which may indicate a higher adaptability of the 
species to this particular climatic factor. Míguez-Soto 

Fig. 4. Maps of theoretical suitable areas for the European populations of Castanea sativa in the Caucasus in SSP1-2.6 
climate change scenario in period 2071–2100. A) Balkan populations, B) Iberian populations, C) Alpine-Apennine 
populations, and D) all European; habitat suitability chart in percentages
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et al. (2019) demonstrated adaptive variation in the 
Iberian populations of sweet chestnut, representing 
xeric and mesophytic ecotypes. Also, within the Cau-
casus, sweet chestnut grows in a rainfall gradient, 
with western populations (Colchic) receiving much 
more rainfall than eastern populations. The average 
rainfall of the driest month (bio14) in the Colchic 
area is 116.4 mm, while in the eastern part, it is 40.1 
mm and in the Iranian part of the distribution area 
it is 45.9 mm. Further investigation of the extent of 
C. sativa plasticity and adaptability to annual tem-
perature dynamics in the European-Caucasian range 
would be important to inform future management, 
including AGF.

The most appropriate source of AGF in the Cau-
casus would be populations from the Alpine-Apen-
nine region, and subsequently from the Balkans. The 
populations from the Alpine-Apennine region shares 
similar requirements for precipitation (bio14) with 
the Caucasian area, which makes it more compati-
ble compared to the Balkan populations (Table 3). 
However, the highest similarity of these two tested 
gene pools is predicted for the Pontic area, not for the 
core range in the South Caucasus. In addition, each 
of the regional gene pools is predicted to be compat-
ible with other parts of the Pontic region. While the 
Alpine-Apennine populations could be used for the 
eastern Pontic areas, the Balkan populations could be 
used in the western Pontic areas. The western Pon-
tic mountains are characterised by a Mediterranean 

(dry) climate, and the eastern Pontic mountains by 
a Euro-Siberian (wetter) climate. The physiological, 
morphological, and genetic studies carried out on the 
Turkish populations of C. sativa revealed a west-east 
cline following this climatic gradient (Villani et al., 
1992). The main differences detected in our work 
for the Alpine-Apennine and Balkan gene pools re-
late to the mean temperature of the driest month 
(bio9), which is much higher in the Balkans than 
in the Alpine-Apennine range, precipitation of the 
wettest month (bio13), which is an important pre-
dictor of species occurrence in the Alpine-Apennine 
range but not in the Balkans, and precipitation of the 
coldest quarter (bio19), which reflects the divergent 
pattern of annual rainfall in the regions. While in the 
Balkans rainfall is abundant in late autumn-winter, 
sweet chestnut in the Alpine-Apennine range expe-
riences less precipitation during the coldest months. 
However, the use of both regional gene pools would 
only be effective in the optimistic climate scenario. 
As climate projections worsen, the suitability of both 
regional gene pools for the Caucasus region decreas-
es (Figs 4–6).

It appears that, at least based on climate model-
ling, the eastern part of the sweet chestnut distribu-
tion in the South Caucasus, which is most vulnerable 
to climate change (Beridze et al., 2023a), is not pre-
dicted to be suitable for any of the European regional 
gene pools tested. This is the driest part of the South 
Caucasus, giving way to the Hyrcanian forests further 

Fig. 5. Maps of theoretical suitable areas for the European gene pools of Castanea sativa in the Caucasus in SSP3-7.0 cli-
mate change scenario in period 2071–2100. A) Balkan gene pool, B) Iberian gene pool, C) Alpine-Apennine gene pool, 
and D) all European; habitat suitability chart in percentages
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east. The Hyrcanian region could be particularly suit-
able for the Alpine-Apennine gene pool in the opti-
mistic climate change scenario SSP1-2.6, while Bal-
kan populations would be more suitable in SSP3-7.0. 
Currently, there are only four relict populations of C. 
sativa in the western Hyrcanian forests (Janfaza et al., 
2017). Reconstructions of the possible distribution 
of the species in the past suggest its presence in the 
region at least since the last interglacial (120 ka BP) 
and throughout the Holocene (Beridze et al., 2023b). 
This is corroborated by a fossil pollen record of C. sa-
tiva dated to around 3,800 ka BP found in the core of 
Lake Neor in the Talysh mountains of northwestern 
Iran (Alinezhad et al., 2021).

In contrast to assisted gene flow, assisted migra-
tion - the movement of plants across the landscape 
into new and climatically suitable areas where they 
are currently absent - is more controversial because 
it conflicts with conservation models that favour 
maintaining current species ranges and in situ man-
agement. There is also a risk that an introduced 
species will become either incompatible with the re-
ceiving ecosystem or invasive (Twardek et al., 2023). 
Our models showed that the projected climatic 
conditions in the coastal part of the Taurus moun-
tains in southern Türkiye would support the growth 
of sweet chestnut from the Balkan Peninsula, even 
under the most damaging climate change scenario. 
Currently, there are no natural or managed stands of 
sweet chestnut in this region. Fossil pollen records 

(Roces-Díaz et al., 2018) indicate the presence of the 
species in the East Mediterranean, but in area cover-
ing today’s territory of Syria and Lebanon. However, 
it is possible that these areas could be used in the fu-
ture for the commercial cultivation of elite genotypes 
for nut production.

Study limitations

Species distribution modelling are relatively easy 
to use tools for predicting possible scenarios of spe-
cies range change, and are therefore widely applied 
to assist conservationists and forest managers (Mell-
ert & Šeho 2022; Sękiewicz et al., 2020; Freitas et 
al., 2022; Alipour & Walas 2023). SDMs inherently 
have some level of uncertainty and limitations that 
researchers must consider, especially when plan-
ning such advanced management strategies as AGF 
in long-lived tree species. A major appeal of SDMs 
is that they work by integrating the observational 
data and bioclimatic predictors to create the statisti-
cal models (Zurell et al., 2009). Thus, the quality of 
the observational data representing the species oc-
currence in the field affects the prediction of the cli-
matic conditions underlying the species occurrence 
and thus the modelling of the species niche (Lee-Yaw 
et al., 2022). Data collection can be biased in sever-
al ways affecting the final model (Bryn et al., 2021). 
In our study, we carefully selected occurrence data 
from the Caucasus range of the species, and checked 

Fig. 6. Maps of the theoretical suitable areas for the European gene pools of Castanea sativa in the Caucasus in SSP5-8.5 
climate change scenario in period 2071–2100. A) Balkan gene pool, B) Iberian gene pool, C) Alpine-Apennine gene 
pool, and D) all European; habitat suitability chart in percentages
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them manually knowing that the errors and spatial 
bias (e.g., uneven coverage of the region) may affect 
the accuracy of results (Bryn et al., 2021). However, 
the presence/absence of species at a particular site 
depends on many other non-climatic factors that we 
could not control for in this study such as demogra-
phy, competition, local extinction (due to parasites 
or overexploitation), dispersal ability, human trans-
location, or feedback mechanisms with the abiotic 
environment. These factors are crucial to the suc-
cessful survival and reproduction of a species, but are 
neglected in climate-based models, such as SDMs. 
Due to the apparent difference between the realised 
and the potential niche of the species (Soberón & 
Arroyo-Peña, 2017), the results of SDMs should al-
ways be considered as a first indication of possible 
risks of species maladaptation to future climates or 
range reorganisation. Additional important source 
of uncertainty in SDMs is the climate models used. 
Discrepancies between different simulations with re-
spect to observations and their predictions of climate 
change remain significant due to differences in the 
underlying representation of Earth system process-
es. Hence, a good practice is to use a range of the 
projections (Bryn et al., 2021). To account for this 
uncertainty, we have averaged the results of three of 
the most recommended climate models for use with 
the CHELSA (Karger et al., 2021). Furthermore, by 
choosing CHELSA’s climatologies we also intend-
ed to address the uncertainty in climatic predictors 
(explanatory variables) used for distributional mod-
elling. They are also subject to many sources of inac-
curacy and error (Lee-Yaw et al., 2022). CHELSA has 
been shown to perform better in complex landscapes 
due to a more effective algorithm for downscaling 
precipitation estimates, which is a critical parameter 
in determining the distribution of plants (Bobrowki 
et al., 2021). Finally, SDMs ignore the complexity of 
the evolutionary responses of populations to envi-
ronmental change, including the interaction between 
selection, effective population size, and microevolu-
tionary processes (gene flow, genetic drift, or muta-
tion) that shape adaptive variation.

Final remarks and recommendations for 
AGF in Castanea sativa

The development of management decisions is a 
complex process and is often case-specific. Certain-
ly, given the risks associated with AGF (outbreeding 
depression, disruption of non-climatic adaptation, 
loss of local diversity), genomic assessment of cli-
mate-habitat adaptation should be considered to in-
crease the effectiveness of this mitigation measure 
and avoid failures (Wadgymar et al., 2015; Flanagan et 
al., 2018; Borrel et al., 2019). As the genomic basis of 

local adaptation is not yet available for C. sativa, oth-
er criteria besides the climatic compatibility should 
be considered when selecting source populations for 
AGF. Importantly, these should include stands with 
the highest genetic diversity, reflecting standing ge-
netic diversity as the main sources of evolutionary 
potential in trees (Barret & Schluter, 2008). Due to 
its high economic relevance, many genetic studies on 
C. sativa have been carried out on a pan-European 
or regional scale, providing detailed information on 
the level of genetic variability useful for future AGF 
(e.g., Lusini et al., 2014; Cuestas et al., 2017; Mattio-
ni et al., 2017; Chiocchini et al., 2018; Beridze et al., 
2023b). It would also be crucial to select populations 
with no evidence of inbreeding and a large effective 
population size (Ne), the letter reflecting the rate of 
genetic erosion and adaptive potential. While direct 
estimation of these two parameters requires genetic 
testing, they can also be assessed indirectly. Firstly, 
studies show that Ne is typically 10% of the census 
population size, and as such this rule has been pro-
posed to be available to practitioners (Hoban et al., 
2020). In addition, historical data on the long-term 
persistence of populations in the area, a large cen-
sus population size, stable demographic trends (e.g., 
vital regeneration and reproduction) and health pa-
rameters are good proxies for a large effective pop-
ulation size and thus high genetic diversity. A very 
useful indication of the genetic composition of pop-
ulations and their health and demographic status 
could be the resources of EUFORGEN, in particular 
the genetic conservation units, which are currently 
34 for C. sativa in Europe (euforgen.org). AGF should 
only be considered if there are strong assumptions 
about local adaptation to climatic conditions (Aitken 
& Witlock, 2013). The results of provenance trails 
or common garden experiments, which assess the 
fitness of populations/genotypes under local and 
distinct climatic conditions can initially guide AGF 
planning.

Studies report that ongoing climate change is 
already disrupting tree reproduction and fruiting 
patterns, which may affect both seed quantity and 
quality (Bogdziewicz et al., 2020), potentially mak-
ing natural tree migration even less effective. On the 
other hand, local adaptation is ubiquitous among 
trees, as most of them occupy very large and hetero-
geneous habitats and are exposed to different selec-
tion regimes (Milesi et al., 2019). Thus, to enhance 
the adaptation process, AGF between populations 
already adapted to the projected new climatic con-
ditions (e.g., hotter and/or drier habitats) and those 
lacking beneficial alleles to cope with the expect-
ed changes emerges as an attractive strategy to re-
duce the vulnerability of trees and forests to climate 
change (Borrell et al., 2020). In the absence of a de-
finitive assessment of the full range of positive and 

http://euforgen.org
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negative outcomes of this management and conser-
vation tool, more knowledge and research are needed 
before its widespread use in nature.

Acknowledgements

The authors thank V. Metreveli for sharing C. sa-
tiva occurrences from the Caucasus ecoregion. This 
study was financially supported by the National 
Science Centre, Poland (grant number: 2017/26/E/
NZ8/01049), Institute of Dendrology Polish Acad-
emy of Sciences and Poznań University of Life 
Sciences.

References

Aglietti C, Cappelli A & Andreani A (2022) From 
chestnut tree (Castanea sativa) to flour and foods: 
A systematic review of the main criticalities and 
control strategies towards the relaunch of chest-
nut production chain. Sustainability 14: e12181. 
doi:10.3390/su141912181.

Aitken SN & Bemmels JB (2016) Time to get moving: 
assisted gene flow of forest trees. Evolutionary 
Applications 9: 271–290. doi:10.1111/eva.12293.

Aitken SN & Whitlock MC (2013) Assisted gene flow 
to facilitate local adaptation to climate change. 
Annual Reviews in Ecology Evolution and Sys-
tematics 44: 367–388. doi:10.1146/annurev-ecol-
sys-110512-135747.

Aitken SN, Yeaman S, Holliday JA, Wang T & Cur-
tis-McLane T (2008) Adaptation, migration or ex-
tirpation: climate change outcomes for tree pop-
ulations. Evolutionary Applications 1: 95–111. 
doi:10.1111/j.1752-4571.2007.00013.x.

Alcaide F, Solla A, Mattioni C, Castellana S & Martín 
AM (2019) Adaptive diversity and drought toler-
ance in Castanea sativa assessed through EST-SSR 
genic markers. Forestry 92: 287–296. doi:10.1093/
forestry/cpz007.

Alinezhad K, Ramezani E, Djamali M, Sharifi A, 
Naqinezhad A, Aubert C, Gandouin E & Pour-
mand A (2021) Lake Neor reveals how mountain 
vegetation responded to 7000 years of hydrocli-
mate variability in northwestern Iran. Journal of 
Quaternary Sciences 36: 598–610. doi:10.1002/
jqs.3310.

Alipour S, Badehian Z, Yousefzadeh H, Asadi F, Es-
pahbodi K & Walas Ł (2023) Predicting past, cur-
rent and future suitable habitat for endemic Hyr-
canian species Populus caspica Bornm. New Forests 
54: 325–342. doi:10.1007/s11056-022-09918-w.

Alipour S & Walas Ł (2023) The influence of climate 
and population density on Buxus hyrcana poten-
tial distribution and habitat connectivity. Journal 

of Plant Research 136: 501–514. doi:10.1007/
s10265-023-01457-5.

Allen CD, Macalady AK, Chenchouni H, Bachelet D, 
McDowell N, Vennetier M, Kitzberger T, Rigling 
A, Breshears DD, Hogg EH, Gonzalez P, Fensham 
R, Zhang Z, Castro J, Demidova N, Lim J-H, Al-
lard G, Running SW, Semerci A & Cobb N (2010) 
A global overview of drought and heat-induced 
tree mortality reveals emerging climate change 
risks for forests. Forest Ecology and Management 
259: 660–684. doi:10.1016/j.foreco.2009.09.001.

Barrett R & Schluter D (2008) Adaptation from stand-
ing genetic variation. Trends in Ecology & Evolu-
tion 23: 38–44. doi:10.1016/j.tree.2007.09.008.

Beridze B, Sękiewicz K, Walas Ł, Thomas PA, Danelia 
I, Farzaliyev V, Kvartskhava G, Sós J & Dering M 
(2023a) Biodiversity protection against anthropo-
genic climate change: Conservation prioritization 
of Castanea sativa in the South Caucasus based on 
genetic and ecological metrics. Ecology and Evo-
lution 13: e10068. doi:10.1002/ece3.10068.

Beridze B, Sekiewicz K, Walas L, Thomas PA, Danelia 
I, Farzaliyev V, Kvartskhava G, Bruch AA & Dering 
M (2023b) Evolutionary history of Castanea sativa 
Mill. in the Caucasus driven by Middle and Late 
Pleistocene paleoenvironmental changes. AoB 
Plants 15: e059. doi:10.1093/aobpla/plad059.

Bobrowski M, Gerlitz L & Schickhoff U (2017) Mod-
elling the potential distribution of Betula utilis in 
the Himalaya. Global Ecology and Conservation 
11: 69–83. doi:10.1016/j.gecco.2017.04.003.

Bogdziewicz M, Kelly D, Thomas PA, Lageard JGA & 
Hacket-Pain A (2020) Climate warming disrupts 
mast seeding and its fitness benefits in Europe-
an beech. Nature Plants 6: 88–94. doi:10.1038/
s41477-020-0592-8.

Borrell JS, Zohren J, Nichols RA & Buggs RJA 
(2020) Genomic assessment of local adaptation 
in dwarf birch to inform assisted gene flow. Evo-
lutionary Applications 13: 161–175. doi:10.1111/
eva.12883.

Braga M, de Sousa Araújo S, Sales H, Pontes R & 
Nunes J (2023) Portuguese Castanea sativa Ge-
netic Resources: Characterization, Productive 
Challenges and Breeding Efforts. Agriculture 13: 
1629. doi:10.3390/agriculture13081629.

Briggs JC (2017) Emergence of a sixth mass ex-
tinction? Biological Journal of Linnean Society 
London 122: 243–248. doi:10.1093/biolinnean/
blx063.

Browne L, Wright JW, Fitz-Gibbon S, Gugger PF & 
Sork VL (2019) Adaptational lag to temperature 
in valley oak (Quercus lobata) can be mitigated by 
genome-informed assisted gene flow. Proceed-
ings of National Academy of Sciences USA 116: 
25179–25185. doi:10.1073/pnas.1908771116.



72	 Berika Beridze et al.

Bryn A, Bekkby T, Rinde E, Gundersen H & Halvorsen 
R (2021) Reliability in distribution modeling—A 
synthesis and step-by-step guidelines for im-
proved practice. Frontiers in Ecology and Evolu-
tion 9: e658713. doi:10.3389/fevo.2021.658713.

Buras A, Schunk C, Zeiträg C, Herrmann C, Kaiser L, 
Lemme H, Straub Ch, Taeger S, Gößwein S, Klem-
mt H-J & Menzel A (2018) Are Scots pine for-
est edges particularly prone to drought-induced 
mortality? Environmental Research Letters 13: 
e025001. doi:10.1088/1748-9326/aaa0b4.

Camisón Á, Martín AM, Dorado FJ, Moreno G & Sol-
la A (2020) Changes in carbohydrates induced by 
drought and waterlogging in Castanea sativa. Trees 
34: 579–591. doi:10.1007/s00468-019-01939-x.

Castellana S, Martin MÁ, Solla A, Alcaide F, Villani F, 
Cherubini M, Neale D & Mattioni C (2021) Signa-
tures of local adaptation to climate in natural pop-
ulations of sweet chestnut (Castanea sativa Mill.) 
from southern Europe. Annals of Forest Science 
78: 1–21. doi:10.1007/s13595-021-01027-6.

Caudullo G, Welk E & San-Miguel-Ayanz J (2017) 
Chorological maps for the main European woody 
species. Data in Brief 12: 662–666. doi:10.1016/j.
dib.2017.05.007.

Chiocchini F, Mattioni C, Pollegioni P, Lusini I, 
Martín MA, Cherubini M, Lauteri M & Villani F 
(2016) Mapping the genetic diversity of Castanea 
sativa: exploiting spatial analysis for biogeography 
and conservation studies. Journal of Geograph-
ic Information System 8: 248–259. doi:10.4236/
jgis.2016.82022.

Conedera M, Manetti MC, Giudici F & Amorini E 
(2004) Distribution and economic potential of 
the sweet chestnut (Castanea sativa Mill.) in Eu-
rope. Ecologia Mediterranea 30: 179–193.

Conedera M, Tinner W, Krebs P, de Rigo D & Caud-
ullo G (2016) Castanea sativa in Europe: distribu-
tion, habitat, usage and threats: European Atlas 
of Forest Tree Species (ed. by J San-Miguel-Ayanz, 
D de Rigo, G Caudullo, T Houston Durrant & A 
Mauri), Publications Office of the EU, Luxem-
bourg, pp. e0125.

Cuestas MI, Mattioni C, Martín LM, Vargas-Osuna E, 
Cherubini M & Martin MA (2018) Short commu-
nication: Functional genetic diversity of chestnut 
(Castanea sativa Mill.) populations from southern 
Spain. Forest Systems 26: eSC06. doi:10.5424/
fs/2017263-11547.

de Lafontaine G, Napier JD, Petit RJ & Hu FS (2018) 
Invoking adaptation to decipher the genetic lega-
cy of past climate change. Ecology 99: 1530–1546. 
doi:10.1002/ecy.2382.

Dering M, Baranowska M, Beridze B, Chybicki IJ, 
Danelia I, Iszkuło G, Kvartskhava G, Kosiński P, 
Rączka G, Thomas PA, Tomaszewski D, Walas Ł 
& Sękiewicz K (2021) The evolutionary heritage 

and ecological uniqueness of Scots pine in the 
Caucasus ecoregion is at risk of climate chang-
es. Scientific Reports 11: e22845. doi:10.1038/
s41598-021-02098-1.

Dyderski MK, Paź S, Frelich LE & Jagodziński AM 
(2018) How much does climate change threaten 
European forest tree species distributions? Glob-
al Change Biology 24: 1150–1163. doi:10.1111/
gcb.13925.

Eyring V, Bony S, Meehl GA, Senior CA, Stevens B, 
Stouffer RJ & Taylor KE (2016) Overview of the 
Coupled Model Intercomparison Project Phase 6 
(CMIP6) experimental design and organization. 
Geoscientific Model Development 9: 1937–1958. 
doi:10.5194/gmd-9-1937-2016.

Fernandes P, Colavolpe MB, Serrazina S & Costa 
RL (2022) European and American chestnuts: 
An overview of the main threats and control ef-
forts. Frontiers in Plant Science 13: e951844. 
doi:10.3389/fpls.2022.951844.

Fernández-López J, Fernández-Cruz J & Míguez-So-
to B (2021) The demographic history of Castanea 
sativa Mill. in southwest Europe: A natural pop-
ulation structure modified by translocations. 
Molecular Ecology 30: 3930–3947. doi:10.1111/
mec.16013.

Flanagan SP, Forester BR, Latch EK, Aitken SN & 
Hoban S (2018) Guidelines for planning genom-
ic assessment and monitoring of locally adaptive 
variation to inform species conservation. Evolu-
tionary Applications 11: 1035–1052. doi:10.1111/
eva.12569.

Freitas TR, Santos JA, Silva AP & Fraga H (2021) 
Influence of climate change on chestnut trees: 
A Review. Plants 10: e1463. doi:10.3390/
plants10071463.

Freitas TR, Santos JA, Silva AP, Martins J & Fraga 
H (2022) Climate Change Projections for Bio-
climatic Distribution of Castanea sativa in Portu-
gal. Agronomy 12: e1137. doi:10.3390/agrono-
my12051137.

Gömöry D, Krajmerová D, Hrivnák M & Longauer R 
(2020) Assisted migration vs. close-to-nature for-
estry: what are the prospects for tree populations 
under climate change? Central European Forestry 
Journal 66: 63–70. doi:10.2478/forj-2020-0008.

Hewitt N, Klenk N, Smith AL, Bazely DR, Yan N, 
Wood S, MacLellan JI, Lipsig-Mumme C & Henri-
ques I (2011) Taking stock of the assisted migra-
tion debate. Biological Conservation 144: 2560–
2572. doi:10.1016/j.biocon.2011.04.031.

Hijmans RJ, Van Etten J, Cheng J, Mattiuzzi M, 
Sumner, JA Greenberg, OP Lamigueiro, A Bev-
an, EB Racine, A Shortridge & MRJ Hijmans 
(2015) Package ‘raster’. R package. URL: https://
cran.r-project.org/package=raster.

https://cran.r-project.org/package=raster
https://cran.r-project.org/package=raster


Niche modelling suggests low feasibility of assisted gene flow for a Neogene relict tree, Castanea sativa Mill.	 73

Hoban S, Bruford M, D’Urban Jackson J, Lopes-Fer-
nandes M, Heuertz M, Hohenlohe PA, Paz-Vinas I, 
Sjögren-Gulve P, Segelbacher G, Vernesi C, Aitken 
S, Bertola LD, Bloomer Breed P, Rodríguez-Cor-
rea H, Funk WC, Grueber CE, Hunter ME, Jaffe 
R, Liggins L, Mergeay J, Moharrek F, O’Brien D, 
Ogden R, Palma-Silva C, Pierson J, Ramakrishnan 
U, Simo-Droissart M, Tani N, Waits L & Laikre 
L (2020) Genetic diversity targets and indicators 
in the CBD post-2020 Global Biodiversity Frame-
work must be improved. Biological Conservation 
248: 108654. doi:10.1016/j.biocon.2020.108654.

Illés G & Móricz N (2022) Climate envelope analyses 
suggests significant rearrangements in the distri-
bution ranges of Central European tree species. 
Annals of Forest Science 79: 1–19. doi:10.1186/
s13595-022-01154-8.

Janfaza S, Yousefzadeh H, Hosseini Nasr SM, Botta 
R, Asadi Abkenar A & Marinoni DT (2017) Ge-
netic diversity of Castanea sativa an endangered 
species in the Hyrcanian forest. Silva Fennica 51: 
e1705. doi:10.14214/sf.1705.

Karger DN, Conrad O, Böhner J, Kawohl T, Kreft H, 
Soria-Auza RW, Zimmermann NE, Linder P & 
Kessler M (2017) Climatologies at high resolu-
tion for the earth’s land surface areas. Scientific 
Data 4: e170122. doi:10.1038/sdata.2017.122.

Karger DN, Conrad O. Böhner J, Kawohl T, Kreft H, 
Soria-Auza RW, Zimmermann NE, Linder HP & 
Kessler M (2021) Climatologies at high resolu-
tion for the earth’s land surface areas. EnviDat. 
doi:10.16904/envidat.228.v2.1.

Konnert M, Fady B, Gömöry D, A’Hara S, Frank 
Wolter F, Ducci F, Koskela J, Bozzano M, Maaten 
T & Kowalczyk J (2015) Use and transfer of for-
est reproductive material in Europe in the context 
of climate change. European Forest Genetic Re-
sources Programme (EUFORGEN), Biodiversity 
International, Rome, Italy.

Kurz M, Kölz A, Gorges J, Pablo Carmona B, Brang 
P, Vitasse J, Kohler M, Rezzonico F, Smits THM, 
Bauhus J, Rudow A, Kim Hansen O, Vatanparast 
M, Sevik H, Zhelev P, Gömöry D, Paule L, Speris-
en Ch & Csilléry C (2023) Tracing the origin of 
Oriental beech stands across Western Europe and 
reporting hybridization with European beech – 
Implications for assisted gene flow. Forest Ecolo-
gy and Management 531: e120801. doi:10.1016/j.
foreco.2023.120801.

Lachmuth S, Capblancq T, Keller SR & Fitzpatrick 
MC (2023) Assessing uncertainty in genomic 
offset forecasts from landscape genomic models 
(and implications for restoration and assisted mi-
gration). Frontiers in Ecology and Evolution 11: 
e1155783. doi:10.3389/fevo.2023.1155783.

Lee-Yaw J, McCune JL, Pironon S & Sheth SN (2022) 
Species distribution models rarely predict the bi-

ology of real populations. Ecography 6: e05877. 
doi:10.1111/ecog.05877.

Lefèvre F, Boivin T, Bontemps A, Courbet F, Davi H, 
Durand-Gillmann M, Bruno F, Gauzere J, Gido-
in C, Karam M-J, Lalagüe H, Oddou-Muratorio 
S & Pichot Ch (2013) Considering evolutionary 
processes in adaptive forestry. Annals of Forest 
Science 71: 723–739. doi:10.1007/s13595-013-
0272-1.

Lusini I, Velichkov I, Pollegioni P, Chiocchini F, 
Hinkov G, Zlatanov T, Cherubini M & Mattioni 
C (2014) Estimating the genetic diversity and 
spatial structure of Bulgarian Castanea sativa pop-
ulations by SSRs: implications for conservation. 
Conservation Genetics 15: 283–293. doi:10.1007/
s10592-013-0537-0.

Manafzadeh S, Staedler YM & Conti E (2017) Visions 
of the past and dreams of the future in the Orient: 
the Irano-Turanian region from classical botany 
to evolutionary studies. Biological Reviews 92: 
1365–1388. doi:10.1111/brv.12287.

Mas J-F, Soares Filho B, Pontius RG, Farfán Gutiér-
rez M, & Rodrigues H (2013) A suite of tools for 
ROC analysis of spatial models. ISPRS Interna-
tional Journal of Geo-Information 2: 869– 887. 
doi:10.3390/ijgi2030869.

Maurer WD & Fernández-López J (2001) Establish-
ing an international sweet chestnut (Castanea sati-
va Mill.) provenance test: preliminary steps. For-
est Snow and Landscape Research 76: 482–486.

Mattioni C, Martin MA, Chiocchini F, Cherubini M, 
Gaudet M, Pollegioni P, Velichkov I, Jarman R, 
Chambers FM, Paule L, Damian VL, Crainic GC 
& Villani F (2017) Landscape genetics structure 
of European sweet chestnut (Castanea sativa Mill): 
indications for conservation priorities. Tree Ge-
netics & Genomes 13: 39. doi:10.1007/s11295-
017-1123-2.

Mauri A, Girardello M, Strona G, Beck PSA, Forzie-
ri G, Caudullo G, Manca F & Cescatti A (2022) 
EU-Trees4F, a dataset on the future distribution 
of European tree species. Scientific Data 9: e37. 
doi:10.1038/s41597-022-01128-5.

Meinshausen M, Nicholls ZR, Lewis J, Gidden MJ, 
Vogel E, Freund M, Beyerle U, Gessner C, Nau-
els A, Bauer N, Canadell JG, Daniel JS, John A, 
Krummel PB, Luderer G, Meinshausen N, Montz-
ka SA, Rayner PJ, Reimann S, Smith SJ, van den 
Berg M, Velders- JMG, Vollmer MK & and Wang 
RHJ (2020) The shared socio-economic pathway 
(SSP) greenhouse gas concentrations and their 
extensions to 2500. Geoscientific Model Develop-
ment 13: 3571–3605. doi:10.5194/gmd-13-3571-
2020.

McLachlan JS, Hellmann JJS & Schwartz MW 
(2007) A framework for debate of assisted mi-
gration in an era of climate change. Conserva-



74	 Berika Beridze et al.

tion Biology 21: 297–302. doi:10.1111/j.1523-
1739.2007.00676.x.

Mellert KH & Šeho M (2022) Suitability of Fagus ori-
entalis Lipsky at marginal Fagus sylvatica L. forest 
sites in Southern Germany. iForest 15: 417–423. 
doi:10.3832/ifor4077-015.

Míguez-Soto B, Fernández-Cruz J & Fernández-López 
J (2019) Mediterranean and Northern Iberian 
gene pools of wild Castanea sativa Mill. are two 
differentiated ecotypes originated under natu-
ral divergent selection. PLoS One 14: e0211315. 
doi:10.1371/journal.pone.0211315.

Míguez-Soto B & Fernández-López J (2015) Variation 
in adaptive traits among and within Spanish and 
European populations of Castanea sativa: selection 
of trees for timber production. New Forests 46: 
23–50. doi:10.1007/s11056-014-9445-5.

Milesi P, Berlin M, Chen J, Orsucci M, Li L, Jansson 
G, Karlsson B & Lascoux M (2019) Assessing the 
potential for assisted gene flow using past intro-
duction of Norway spruce in southern Sweden: 
Local adaptation and genetic basis of quantita-
tive traits in trees. Evolutionary Applications 12: 
1946–1959. doi:10.1111/eva.12855.

Millar CI, Stephenson NL & Stephens SL (2007) Cli-
mate change and forests of the future: managing 
in the face of uncertainty. Ecological Applications 
17: 2145–2151. doi:10.1890/06-1715.1.

Myking T, Rusanen M, Steffenrem A,Kjær ED & 
Jansson G (2016) Historic transfer of forest re-
productive material in the Nordic region: drivers, 
scale and implications. Forestry 89: 325–337. 
doi:10.1093/forestry/cpw020.

Naimi B, Hamm NAS, Groen TA,Skidmore AK & 
Toxopeus AG (2014) Where is positional uncer-
tainty a problem for species distribution mod-
elling? Ecography 37: 191–203. doi:10.1111/
j.1600-0587.2013.00205.x.

Nakhutsrishvili G (2013) Forest Vegetation of Geor-
giaThe vegetation of Georgia (South Caucasus) 
(ed. by G Nakhutsrishvili) Springer Berlin Hei-
delberg, Berlin, Heidelberg, Germany.

Pecchi M, Marchi M, Burton V, Giannetti F, Mori-
ondo M, Bernetti I, Bindi M & Chirici G (2019) 
Species distribution modelling to support for-
est management. A literature review. Ecological 
Modelling 411: 108817. doi:10.1016/j.ecolmod-
el.2019.108817.

Pérez-Girón JC, Alvarez-Alvarez P, Díaz-Varela ER 
& Lopes DMM (2020) Influence of climate vari-
ations on primary production indicators and on 
the resilience of forest ecosystems in a future 
scenario of climate change: Application to sweet 
chestnut agroforestry systems in the Iberian 
Peninsula. Ecological Indicators 113: e106199. 
doi:10.1016/j.ecolind.2020.106199.

Phillips SJ, Anderson RP & Schapire RE (2006) Max-
imum entropy modeling of species geographic 
distributions. Ecological Modelling 190: 231–259. 
doi:10.1016/j.ecolmodel.2005.03.026.

Prober S, Byrne M, McLean E, Steane D, Potts B, Vail-
lancourt R & Stock W (2015) Climate-adjusted 
provenancing: a strategy for climate-resilient eco-
logical restoration. Frontiers in Ecology and Evo-
lution 3: e65. doi:10.3389/fevo.2015.00065.

Poljak I, Idžojtić M, Šatović Z, Ježić M, Ćurković-Per-
ica M, Simovski B, Acevski J & Liber Z (2017) 
Genetic diversity of the sweet chestnut (Castanea 
sativa Mill.) in Central Europe and the western 
part of the Balkan Peninsula and evidence of mar-
ron genotype introgression into wild populations. 
Tree Genetics & Genomes 13: e18. doi:10.1007/
s11295-017-1107-2.

Roces-Díaz JV, Jiménez-Alfaro B, Chytrý M, Díaz-Vare-
la ER & Álvarez-Álvarez P (2018) Glacial refugia 
and mid-Holocene expansion delineate the cur-
rent distribution of Castanea sativa in Europe. Pal-
aeogeography, Palaeoclimatology, Palaeoecology 
491: 152–160. doi:10.1016/j.palaeo.2017.12.004.

Raven PH & Wagner DL (2021) Agricultural inten-
sification and climate change are rapidly decreas-
ing insect biodiversity. Proceedings of National 
Academy of Sciences USA 118: e2002548117. 
doi:10.1073/pnas.2002548117.

Rivers MC, Beech E, Bazos I, Bogunić F, Buira A, 
Caković D, Carapeto A, Carta A, Cornier B, Fenu 
G, Fernandes F, Fraga P, Garcia Murillo PJ, Lepší 
M, Matevski V, Medina FM, Menezes de Sequei-
ra M, Meyer N, Mikoláš V, Montagnani C, Mon-
teiro-Henriques T, Naranjo Suárez J, Orsenigo S, 
Petrova A, Reyes-Betancort JA, Rich T, Salvesen 
PH, Santana López I, Scholz S, Sennikov A, Shuka 
L, Silva LF, Thomas P, Troia A, Villar JL & Allen DJ 
(2019) European red list of trees. Cambridge, UK 
and Brussels, Belgium, IUCN.

Sarıkaya AG, Örücü ÖK, Şen İ & Sarıkaya S (2022) 
Modelling the potential distribution of the endem-
ic oak Quercus vulcanica Boiss. & Heldr. ex Kotschy 
in Turkey from the last interglacial to the future: 
From near threatened to endangered. Dendrobiol-
ogy 88: 70–80. doi:10.12657/denbio.088.005.

Sękiewicz K, Walas Ł, Beridze B, Fennane M & Der-
ing M (2020) High genetic diversity and low fu-
ture habitat suitability: will Cupressus atlantica, 
endemic to the High Atlas, survive under climate 
change? Regional Environmental Change 20: 
e132. doi:10.1007/s10113-020-01711-9.

Senf C, Buras A, Zang CS, Rammig A & Seidl R 
(2020) Excess forest mortality is consistently 
linked to drought across Europe. Nature Com-
munications 11: e6200. doi:10.1038/s41467-020-
19924-1.



Niche modelling suggests low feasibility of assisted gene flow for a Neogene relict tree, Castanea sativa Mill.	 75

Soberón J & Arroyo-Peña B (2017) Are fundamental 
niches larger than the realized? Testing a 50-year-
old prediction by Hutchinson. PLoS One 12: 
e0175138. doi:10.1371/journal.pone.0175138.

Stanke H, Finley AO, Domke GM, Weed AS & Mac-
Farlane DW (2021) Over half of western United 
States’ most abundant tree species in decline. 
Nature Communications 12: e451. doi:10.1038/
s41467-020-20678-z.

 Tarkhnishvili D (2014) Historical biogeography of 
the Caucasus. NOVA Science Publishers, Tbilisi, 
Georgia.

Tumpa K, Šatović Z, Liber Z, Vidaković A, Idžojtić 
M, Ježić M, Ćurković-Perica M & Poljak I (2022) 
Gene flow between wild trees and cultivated vari-
eties shapes the genetic structure of sweet chest-
nut (Castanea sativa Mill.) populations. Scientific 
Reports 12: e15007. doi:10.1038/s41598-022-
17635-9.

Twardek WM, Taylor JJ, Rytwinski T, Aitken SN, 
MacDonald A, Van Bogaert R & Cooke SJ (2023) 
The application of assisted migration as a climate 
change adaptation tactic: An evidence map and 
synthesis. Biological Conservation 280: e109932. 
doi:10.1016/j.biocon.2023.109932.

Urban MC (2015) Accelerating extinction risk 
from climate change. Science 348: 571–573. 
doi:10.1126/science.aaa4984.

Van Proosdij A, Sosef MSM, Wieringa JJ & Raes N 
(2016) Minimum required number of specimen 
records to develop accurate species distribution 
models. Ecography 39: 542–552. doi:org/10.1111/
ecog.01509.

Villani F, Pigliucci M, Lauteri M, Cherubini M & Sun 
O (1992) Congruence between genetic, morpho-
metric, and physiological data on differentiation 
of Turkish chestnut (Castanea sativa). Genome 35: 
251–256. doi:10.1139/g92-038.

Wadgymar SM, Cumming MN & Weis AE (2015) 
The success of assisted colonization and assisted 
gene flow depends on phenology. Global Change 
Biology 21: 3786–3799. doi:10.1111/gcb.12988.

Zlatanov T, Schleppi P, Velichkov I, Hinkov G, Geor-
gieva M, Eggertsson O, Zlatanova M & Vacik H 
(2013) Structural diversity of abandoned chest-
nut (Castanea sativa Mill.) dominated forests: Im-
plications for forest management. Forest Ecology 
Management 291: 326–335. doi:10.1016/j.fore-
co.2012.11.015.

Zurell D, Jeltsch F, Dormann CF & Schröder B (2009) 
Static species distribution models in dynamical-
ly changing systems: how good can predictions 
really be? Ecography 32: 733–744. doi:10.1111/
j.1600-0587.2009.05810.x.


