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Abstract
Green lizards of the genus Lacerta have served as excellent models for studying the 
impact of Pleistocene climatic oscillations on genetic structures. The Caspian green 
lizard, Lacerta strigata, occupies various habitats across the Caucasus and the South 
Caspian Sea, with the Hyrcanian Forests and north of the Alborz Mountains forming 
the core of the range. This study aimed to re- examine the phylogenetic relation-
ships of L. strigata with other congeneric members and to assess the genetic structure 
and historical demography of the species. Furthermore, Species Distribution Models 
(SDMs) were performed to infer the species' potential habitat suitability and were 
then projected on climate scenarios reflecting current and past (6 ky and 21 ky before 
present) conditions. A total of 39 individuals collected from most of the distribu-
tion range, together with additional lacertid species sequences from the GenBank 
database, were examined using mtDNA (Cyt b and 12S ribosomal RNA) and nuclear 
(C- mos and β- fibrinogen) sequence data. Based on the phylogenetic analyses, L. stri-
gata was found to be a sister taxon to all other members of the genus. The species 
included two main clades (regional western and eastern) that diverged in a period 
between the Early and Middle Pleistocene. Based on the BBM and S- Diva analyses, 
both dispersal and vicariance events explained the phylogeographic structure of the 
species in the Hyrcanian Forests. The historical demographic analyses using Bayesian 
skyline plots showed a mild increase in the effective population size from about 
120 Kya for the western regional clade. According to phylogeographic structures and 
SDMs evidence, as in other species within the region, it appears that the south of the 
Caspian Sea (Hyrcanian Forests), and the Alborz Mountains acted as multiple refu-
gia during cold periods and promoted expansion outwards amid the warm periods. 
Overall, the results provided evidence that the genetic structure of the species has 
been influenced by the Pleistocene climatic fluctuations.
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1  | INTRODUC TION

Pleistocene climatic fluctuations are determined by intervals of 
cold and warm cycles during glacial and interglacial periods (Cilek 
& Smith, 2009; Davis, 1981; Ehlers & Gibbard, 2007; Hewitt, 2000; 
Petit et al., 2005; Svenning et al., 2015). In addition to the key 
role of refugia in species survival during the glacial periods, nowa-
days, they are also imperative for conservation due to their climate 
stability in contrast to fluctuating environments in the remaining 
parts of the species ranges (e.g., Sillero & Carretero, 2013). Glacial 
refugia have had a major influence on current patterns of genetic 
diversity and distribution of species (Avise, 2000; Hewitt, 2004; 
Himes et al., 2008; Taberlet et al., 1998). Whereas the classic 
research on the impact of the Pleistocene on phylogeographic 
patterns focused on southern European Peninsulas (Gómez & 
Lunt, 2007), the latest investigations have uncovered comparable 
refugia dynamics in the Caucasus and the Middle East (Gvoždik 
et al., 2010; Tarkhnishvili, 2014). These refugial areas include the 
east and southeast of the Black Sea (Rato et al., 2021; Tuniyev, 
2011), the east and south of Lake Van (Albayrak et al., 2012; 
Dubey et al., 2006; Médail & Diadema, 2009), the southeastern 
slopes of the Greater Caucasus and the eastern Lesser Caucasus 
(Gabelaia et al., 2015; Van Andel & Tzedakis, 1996), the Zagros 
Mountains, the Alborz Mountains, and the southern coast of the 
Caspian Sea in Iran (Ahmadzadeh, Flecks, Carretero, Mozaffari, 
Böhme, et al., 2013; Ahmadzadeh, Flecks, Rödder, et al., 2013; 
Dianat et al., 2017). In particular, the three latter seem to have 
harbored several animal and plant species during the glacia-
tions (Ashrafzadeh et al., 2016; Dufresnes et al., 2016; Leroy & 
Arpe, 2007; Naderi et al., 2014; Naqinezhad et al., 2008; Ramezani 
et al., 2008; Saberi- Pirooz et al., 2018; Tarkhnishvili et al., 2011; 
Tóth et al., 2013; Veith et al., 2003; Zohary, 1973).

Lacertid lizards represent excellent models to study the spe-
ciation and impacts of climate fluctuations on genetic structure 
(Ahmadzadeh et al., 2013). In most Palaearctic lacertids speciation 
that took place before the Pleistocene, the glacial periods seem to be 
responsible for shaping intraspecies structures (e.g., Ahmadzadeh, 
Flecks, Rödder, et al., 2013; Barata et al., 2012; Joger et al., 2007). In 
particular, oriental green lizards are widely distributed from western 
Europe to central Asia and occur in various environmental conditions 
(Godinho et al., 2005). The Caspian green lizard (Lacerta strigata) 
is one of nine well- known species of the genus Lacerta (Arnold 
et al., 2007; Kornilios et al., 2020) distributed from the northeast-
ern/central Caucasus, and the northeastern Anatolia to the south-
ern Caspian coast (including Russia, Armenia, Azerbaijan, Georgia, 
Turkey, Iran, and Turkmenistan) (Tuniyev et al., 2009). It occupies a 
variety of habitats, from clay semideserts and steppes to shrublands 
and from lowlands up to 3,000 m a. s. l. in the southern Caspian Sea 
(Anderson, 1999). In Iran, L. strigata is found in the Alborz mountain 
range, which extends along the southern coast of the Caspian Sea 
from Talysh (Iran, Azerbaijan) in the west to Kopeh Dag Mountains 
in (Allen et al., 2003; Ghorbani, 2013; Stocklin, 1968). This moun-
tain range is regarded as a biogeographic barrier for fauna and flora 

exchange between the southern and northern sides (Ghorbani, 2013; 
Mozaffarian, 2013).

In the south of the Caspian Sea, the species is mainly found in 
humid habitats of the Hyrcanian Forests (Ahmadzadeh et al., 2008; 
Anderson, 1999; Langerwerf, 1980; Šmid et al., 2014), which forms 
a long and narrow vegetation belt on the northward slopes of the 
Alborz Mountains (Naqinezhad et al., 2012; Siadati et al., 2010). 
These forests, acting as a center of cryptic and endemic diversities, 
are regarded as an ancient ecosystem that has provided refuge for 
many species. It is generally considered that the climatic stability 
during the Pleistocene has played a significant role in shaping the 
current rich Hyrcanian fauna. However, few works have investigated 
biogeographical processes that contributed to the present diversity 
(see Ahmadi et al., 2018; Ahmadzadeh, Flecks, Rödder, et al., 2013; 
Leestmans, 2005;  Ramezani et al., 2008).

In contrast to other congeneric species, the ecology and evolu-
tionary history of the Caspian green lizard remain poorly investigated 
(Kafash et al., 2019). Besides, the phylogenetic position of the spe-
cies within the genus is not well determined (Ahmadzadeh, Flecks, 
Rödder, et al., 2013; Godinho et al., 2005). Therefore, this study aims 
to determine the phylogenetic position of L. strigata within the green 
lizards, to assess the phylogeographic patterns of the species in the 
context of the Pleistocene climatic oscillations, and to identify bio-
geographic processes that shaped the genetic structure across its 
distribution range using a multilocus approach including mitochon-
drial (Cyt b and 12S) and nuclear (C- mos and β- fib) genes combined 
with species distribution models (SDMs).

2  | MATERIAL AND METHODS

2.1 | Sample collection

We collected a total of 39 specimens of the Caspian green lizard 
from most of its distribution range but mainly focused on the puta-
tive habitats within the southern coast of the Caspian Sea (Table S1 
and Figure 1). A small part of the tail tip was removed and speci-
mens were released in the site of capture. Tissue samples were pre-
served in 96% ethanol and stored in a freezer at −20℃ for long- term 
maintenance.

2.2 | Laboratory procedures

Total genomic DNA was extracted with standard protocols of high- 
salt and phenol- chloroform methods (Sambrook et al., 1989). Four 
partial genes including two mtDNA (Cytochrome b (Cyt b) and 12S ri-
bosomal RNA (12S)) and two nuclear (Oocyte maturation factor Mos 
(C- mos) and β- fibrinogen (β- fib)) markers were used. Primer pairs 
used for Cyt b and 12S included GluDg/Peil (Engström et al., 2007; 
Palumbi, 1991) and 12Sa/12Sb (Kocher et al., 1989), respectively. 
The nuclear primer pairs were L1zmos and Hcmos1 for C- mos 
(Pavlicev & Mayer, 2006) and FIB- BI7U and FIB- BI7L (Prychitko & 
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Moore, 1997) for β- fib. PCRs were performed in a total volume of 
25 µl containing 12.5 µl of Master Mix Red (Ampliqon, Copenhagen, 
Denmark), 0.5 µl of each primer, 10.5 µl dd H2O, and 1 µl of template 
DNA (50– 100 ng). PCRs were carried out separately for each gene 
under the conditions that are mentioned in Godinho et al. (2005) 
and Ahmadzadeh et al. (2012). PCR products were visualized on 
1% agarose gel. The successfully amplified PCR samples were then 
sent to Macrogen (Macrogen, Seoul, South Korea) for sequencing. 
Sequences were edited using CodonCode Aligner v.6.0.2.X program 
(CodonCode Corporation, Dedham, MA, USA). The generated se-
quences were submitted to the GenBank database (Table S1).

2.3 | Alignments and phylogenetic analyses

To determine the phylogenetic position of L. strigata among other 
green lizards, additional sequences from other species of Lacertidae 
retrieved from Ahmadzadeh et al. (2013) were added (see Table S2) 
to the generated sequence dataset. The datasets of all genes were 

aligned with MAFFT v.6 (Katoh et al., 2017) (https://mafft.cbrc.jp/; 
algorithm: Auto; scoring matrix: 200Pam/k = 2; Gap open penalty: 
1.53) and were then combined, resulting in a final 2,178 bp alignment 
(Cyt b: 846 bp, 12S: 355 bp, C- mos: 514 bp, and Β- fib: 463 bp).

The best- fit nucleotide substitution models were obtained for each 
gene under the Akaike's information criterion (Akaike, 1974) using 
MrModeltest v.2.3 (Nylander, 2004). As a result, the following models 
were selected: Cyt b: HKY + I + G (Hasegawa et al., 1985; Yang, 1996; 
I = 0.5459, G = 2.0188); 12S: GTR + I + G (Rodriguez et al., 1990; 
Yang, 1996; I = 0.5910, G = 0.9886); and C- mos and β- fib: HKY + G 
(Hasegawa et al., 1985; Yang, 1996; G = 0.7556 and G = 1.0111, re-
spectively). The Bayesian Inference (BI) analysis was conducted using 
MrBayes v.3.2 (Huelsenbeck & Ronquist, 2001). The analysis was per-
formed using two independent and simultaneous runs (four chains for 
each run) with 107 generations. Subsampling trees and parameters 
were saved every 100th generation, which produced 105 trees during 
the analysis. Finally, 10% of trees were discarded as burn- in, and the 
remaining trees (including 10,001 trees) were used to reconstruct the 
50% majority- rule consensus tree. The final standard deviation (SD) of 

F I G U R E  1   The distribution range of Lacerta strigata. The gray circles represent distribution points (the points were obtained in this 
study), and black circles refer to the locations of samples used in the genetic analyses. The specimens of the regional eastern clade, the 
regional western clade with two subclades “a” and “b” marked with pink, green, and blue crosshatches, respectively

https://mafft.cbrc.jp/
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split frequencies for the combined dataset (four genes) was 0.0013. 
The parameters were separately calculated for each gene partition. 
The performance of each run and assessment of convergence were 
thereafter explored using Tracer v.1.6 (Rambaut & Drummond, 2009). 
The Maximum Likelihood (ML) analysis was carried out using RAxML 
v.8.2.X (Stamatakis, 2016) under the GTR + G + I model for each gene 
partition using 1,000 bootstrap pseudoreplicates to assess the con-
fidence of branches. Uncorrected genetic distances were calculated 
with PAUP v.4.0a10 (Swofford, 2003) for Cyt b sequences.

2.4 | Estimation of divergence times

Divergence times were estimated with BEAST v.1.7.2 (Drummond & 
Rambaut, 2007) using the combined dataset (Dataset 1: including 29 
species of Lacertidae). To calibrate the analysis, two fossil records and 
one geological event were used: Lacerta ruscinensis (5.3 million years 
ago (henceforth Mya), used as the minimum age of the European Timon 
since it is morphologically similar to the extant European Timon spp. 
(Estes, 1983) and Lacerta sp. (17.5 Mya, used as the minimum age of 
Lacerta since it is morphologically different from Timon, but shared 
some common features of Lacerta spp., Červnansky, 2010). The split 
between the Canarian lacertids Gallotia caesaris caesaris and Gallotia 
caesaris gomerae due to the formation of El Hierro Island (1.05 Mya, 
Guillou et al., 1996; Carranza et al., 2004) was used for calibration. 
The abovementioned calibration points were applied to the Timon- 
Lacerta node (gamma distribution, shape: 1, scale: 0.5; 95% CI: 17.51– 
19.34 Mya), the most recent common ancestral (henceforth MRCA) 
node of T. lepidus and T. pater (gamma distribution, shape: 1, scale: 
0.2; 95% CI: 5.30– 6.03 Mya), and the MRCA node of Gallotia caesaris 
caesaris and Gallotia caesaris gomerae (normal distribution, M: 1.05, S: 
0.02; 95% CI: 1.01– 1.09 Mya). A lognormal relaxed clock (uncorrelated) 
was used for all markers with the Yule model for the speciation prior. 
The analysis was run for 2 × 107 generations and sampling every 103 
generations. The mutation rates were estimated for each gene, and the 
sequence dataset of L. strigata (Dataset 2: including 15 individuals of 
L. strigata) was calibrated under the calculated mutation rates (Cyt b: 
1.47 × 10– 2, 12S: 4.7 × 10– 3, C- mos: 7.64 × 10– 4 and β- fib:1.98 × 10– 3 
substitutions per site per million years; see Results). The analysis using 
the combined dataset was performed under the coalescent approach 
with a lognormal relaxed clock model (uncorrelated). A maximum clade 
credibility tree was reconstructed using the MCMC analyses for two 
independent runs of 20 million generations, sampling every 1,000 
generations. Convergence diagnostics for the MCMC analyses were 
assessed using Tracer v. 1.6.1.

2.5 | Population structure

An analysis of molecular variance (AMOVA) was performed to ex-
amine the population status within L. strigata based on the Cyt b 
marker for 39 individuals. Since the phylogenetic tree revealed two 
distinct clades (see Results), each was considered as a single popu-
lation. The AMOVA test and the standardized measure of genetic 

differentiation (Fst) were calculated using Arlequin v.3.5 (Excoffier & 
Lischer, 2010) with 10,000 permutations.

2.6 | Demographic analysis

Molecular diversity indices including the number of haplotypes (H), 
haplotype diversity (h), nucleotide diversity (π), and the number of 
polymorphic sites (S) were estimated for the regional clades based on 
Cyt b. Demographic history analyses, that is, Tajima's D (Tajima, 1989) 
and Fu's fs (Fu, 1997) indices were calculated with Arlequin v.3.5.

To estimate the frequency distribution of the pairwise nucleo-
tide differences, a Mismatch Distribution (MMD) analysis was sepa-
rately performed for each population, assuming a sudden expansion 
with spatial parameters.

To investigate variations in the effective population size (hence-
forth Ne) against time for L. strigata, the Bayesian skyline plot (BSP; 
Drummond et al., 2005) was constructed using the Cyt b gene just 
for the western regional clade because of adequate available sam-
ples (n = 29). The BSP was performed with BEAST v1.7.2 under the 
strict clock at the calculated rate of 1.47 × 10– 2 per site per Mya. 
The analysis was done for 5 × 106 generations with log parameters 
sampled every 100 iterations.

2.7 | Biogeographic analysis

For reconstructing the possible ancestral range of L. strigata, the 
statistical dispersal vicariance (S- DIVA) and Bayesian binary MCMC 
(BBM) analyses were executed using RASP 2.1 beta (Yu et al., 2015) 
for Cyt b because of the adequate available samples and compara-
tively higher mutation rate. Three different areas considered within 
its distribution range included the eastern (E) and central (C) regions 
of the Hyrcanian Forests in Iran, and the western (W) part repre-
senting the Astara samples (west of the forests) and most of Iran's 
northwestern territories (see Figure 1). To take into account phy-
logenetic uncertainty, 20,000 trees generated from the Mr Bayes 
tree were set as the input file for S- DIVA. The BBM analysis was 
run for 5 × 106 generations under ten MCMC, and the sampling fre-
quency was every 100 generations. The fixed Jukes– Cantor model 
with equal among- site rate variation was used for the BBM analysis.

The parsimony haplotype networks were drawn with TCS v.1.21 
(Clement et al., 2000) for Cyt b under 95% probability.

2.8 | Species distribution modeling (past– present)

2.8.1 | Species occurrence points

The species occurrence localities were compiled from our fieldwork, 
museum collections, publications, and the global biodiversity infor-
mation facility (www.gbif.org). Reliability of all records was assessed 
by mapping them in DIVA- GIS 7.4 (Hijmans et al., 2005, available 
through http://www.divag is.org). In total, 139 unique records were 

http://www.gbif.org
http://www.divagis.org
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considered for model building covering the whole known geographic 
range of the species (Table S4).

2.8.2 | Climate data and variable selection

The 19 so- called BIOCLIM variables with a grid cell resolution of 2.5 
arc.min were obtained from the second version of the WorldClim 
(version 2.1) database which represents historical monthly weather 
data as the averages of the period 1970– 2000 (Fick & Hijmans, 2017; 
http://www.world clim.org/bioclim). To reduce the negative effects of 
multicollinearity of predictors, we used a subset of independent vari-
ables. The selection was based on the species ecological requirements 
and a pairwise correlation matrix, using a Pearson's r score threshold 
of 0.75. As such, for the SDM computation, we conserved as predic-
tors only seven variables with R2 < 0.75. The final subset of variables 
included: BIO1 = Annual Mean Temperature; BIO2 = Mean Diurnal 
Range; BIO5 = Max Temperature of Warmest Month; BIO8 = Mean 
Temperature of Wettest Quarter; BIO12 = Annual Precipitation; 
BIO13 = Precipitation of Wettest Month; BIO15 = Precipitation 
Seasonality.

To reconstruct the species historical habitat suitability during the 
Mid- Holocene (~6ky BP) and Last Glacial Maximum (LGM; ~21ky BP), 
we used unweighted ensembles based on palaeoclimate simulations 
following the r1i1p1 ensemble from the PMIP3 project (Paleoclimate 
Modeling Intercomparison Project Phase III, https://pmip3.lsce.ipsl.
fr/; Braconnot et al., 2012). A total of 11 scenarios were available 
as estimates of the mid- Holocene climate (BCC- CSM1- 1, CCSM4, 
CNRM- CM5, CSIROMk3- 0, CSIRO- Mk3 l- 1- 2, FGOALS- g2, GISS- 
E2- R, IPSL- CM5A- LR, MIROC- ESM, MPI- ESM- P, and MRICGCM3) 
and seven scenarios were available for the LGM (CCSM4, CNRMCM5, 
FGOALS- g2, IPSL- CM5A- LR, MIROC- ESM, MPI- ESM- P, MRI- CGCM3).

2.8.3 | SDM analysis

MAXENT V. 3.4.0 (Phillips et al., 2004; Phillips et al., 2006; Phillips 
et al., 2009, available through http://www.cs.princ eton.edu/schap ire/
maxen t/) was used to assess the potential distribution of L. strigata. 
This is a grid- based machine- learning algorithm following the princi-
ples of maximum entropy (Jaynes, 1957; Phillips et al., 2004), which 
derives the potential distribution of a species from presence informa-
tion compared with a randomly selected set of pseudo- absences. To 
assess model performance and to reduce uncertainties, we applied 
an ensemble modeling approach as suggested by Araújo and New 
(2007) by computing 100 SDMs each trained with 70% of species 
presence records and assessed with the remaining 30% through the 
Area Under the receiver operating Curve (AUC) (Swets, 1988). The 
value of AUC varies from 0 (low performance) to 1 (perfect discrimi-
nation). The average of all models was used for further processing, 
and results were imported into ArcMap 10 (ESRI, Redlands, CA, USA).

To assess which area exceeds the environmental training 
conditions under the current and past scenarios, we performed 

multivariate environmental similarity surfaces (MESS) in MAXENT, 
which were rescaled to highlight areas of model extrapolations.

3  | RESULTS

3.1 | Phylogenetic analyses

Both ML and BI analyses generated similar topologies. Based on the 
combined genes, the green lizards formed a monophyletic group sister 
to Timon, and the Caspian green lizard was separated from the remain-
ing species with high support values (BS = 100, PP = 1.00) (Figure S1). 
At the intraspecific level, two distinct clades within L. strigata were 
recovered with high support values (BS = 99%, PP = 1.00). Samples 
from the eastern distribution formed a separate clade (regional east-
ern clade), and other individuals from the central and western parts of 
the distribution range formed another clade (regional western clade) 
that split into two poorly resolved subclades (a and b) (Figure S1).

Uncorrected genetic distances for Cyt b were approximately 
2%– 3% between individuals from the regional eastern and western 
clades. Within the regional western clades, the maximum genetic 
distance among the specimens was about 1% (Table S3).

3.2 | Estimation of divergence times

Based on the dated tree using the combined dataset, L. strigata di-
verged from the ancestor of other green lizards at 10.6 Mya (95% high-
est posterior density (henceforth HPD): 8.20– 12.93 Mya, Figure 2). 
The intraspecific divergence between the regional clades within the 
Caspian green lizard was estimated 1.1 Mya (Dataset 1:95% HPD: 
0.57– 1.58 Mya). The mutation rates of Cyt b, 12S, C- mos, and β- fib 
were estimated 1.47 × 10– 2, 4.7 × 10– 3, 7.64 × 10– 4, and 1.98 × 10– 

3 substitutions per site per million years, respectively. The two main 
clades within L. strigata diverged around 0.9 Mya (Dataset 2:95% HPD: 
0.55– 1.16 Mya). Within the regional western clade, the two subclades 
were separated about 0.4 Mya (Dataset 2:95% HPD: 0.21– 0.56 Mya).

3.3 | Population structure

The AMOVA analysis demonstrated that the percentage of variation 
among populations (eastern and western clades, nearly 85(%)) was 
higher than within populations (approximately 15(%)), and the Fst 
was calculated to be 0.8 (p <.05).

3.4 | Demographic analysis of Lacerta strigata

Hence, the regional eastern and western clades were considered 
separate populations and analyzed separately. The MMD diagrams 
for each clade illustrated a unimodal pattern. The regional western 
clade showed a normal distribution (Figure 3).

http://www.worldclim.org/bioclim
https://pmip3.lsce.ipsl.fr/
https://pmip3.lsce.ipsl.fr/
http://www.cs.princeton.edu/schapire/maxent/
http://www.cs.princeton.edu/schapire/maxent/
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Molecular diversity indices evaluated within L. strigata and its re-
gional clades are shown in Table 1. The analysis of Fu's fs was nonsig-
nificant (p >.05) for both populations and Tajima's D was significant 
just for the eastern population (p <.05, −1.56).

The BSP of the western regional clade (for Cyt b) showed a mild 
increase in Ne from 120 Kya, with a slight decrease in Ne toward the 
present (Figure 4).

3.5 | Biogeographic analysis

Based on the current sampling, the S- DIVA analysis indicated two 
nodes of dispersal (Node 62 and Node 65) and two nodes of vicariance 
(Node 60 and Node 79) events. Node 79 is assigned to the divergence 
of eastern (E) and western (CW) distribution (the MRCA of two regional 
clades) with Node 60 referred to the divergence of the central and 

F I G U R E  2   The dated phylogenetic trees using the combined dataset; (a) the time- calibrated maximum clade credibility tree for the 
lacertid lizards using the combined dataset; (b) the time- calibrated maximum clade credibility tree for intraspecific relationships within 
Lacerta strigata. Blue bars show 95% highest posterior density intervals of the estimated node ages; numbers next to the nodes are mean 
node ages (Mya) (photo by Omid Mozaffari)
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western distribution of L. strigata. Node 62 and Node 65 showed disper-
sal events in the western distribution range of the species (Figure 5a).

The BBM analysis showed two nodes (Node 79 and Node 61) 
with both dispersal and vicariance events. Based on the analysis, 
the ancestral Node 79 corresponds to the MRCA of eastern (E) and 
western (CW) regional clades. The ancestor of the western regional 
clade (CW) was distributed in the western part of the distribution 
range (W) (Node 61) (Figure 5b).

3.6 | Haplotype network

The parsimony haplotype network showed two haplogroups based 
on Cyt b (Figure 6). Haplogroup a included the eastern samples, and 
Haplogroup b encompassed the rest (western and central distribution). 
The ancestral haplotype of Haplogroup b corresponded to RS21 (central 
Hyrcanian regions) and ES389/FA03 (western Hyrcanian regions) from 
the central distribution rang. In this haplogroup, two Iranian samples 
(Astara; including RS04 and RS05) were separated from the other Iranian 
haplotypes with three- step mutations. Astara also shared an identical 
haplotype (RS04) with Nagorno– Karabakh (DB10123) (Figure 6).

3.7 | Species distribution modeling (past– present)

Species distribution modeling showed that during the LGM, the 
habitat suitability for L. strigata was contracted into three distinct 

regions in the lowlands of the Hyrcanian region along the Caspian 
Sea coasts. The results of comparison with the LGM indicate that 
during the Mid- Holocene, suitable habitats gradually increased and 
the species could the current climate condition, it occurs in a wider 
distribution range especially in some regions out of the Hyrcanian 
region in the Caucasus and the southern Alborz (Figure 7).

4  | DISCUSSION

In this study, we re- examined the phylogenetic position of the 
Caspian green lizard among other representatives of the genus and 
the closest relatives in the family Lacertidae. We also investigated 
the historical phylogeography of the species to understand the im-
pact of the Pleistocene climatic oscillations on the genetic structure.

4.1 | Phylogenetic relationships

In the current study, the Caspian green lizard appeared to be the 
sister species to all other green lizards based on the combined gene 
dataset (Figure 2 and Figure S1). Although at the generic level, the 
position of Lacerta as sister to Timon and the relationships with other 
genera of Lacertidae has become well established (Ahmadzadeh, 
Flecks, Rödder, et al., 2013; Godinho et al., 2005), the phylogenetic 
position of the L. strigata within its genus was not well resolved. As 
such, Godinho et al. (2005) investigated the phylogenetic relation-
ships within green lizards and suggested that L. strigata (just two 
individuals from Georgia) was sister to L. agilis based on 12S and 
16S markers. However, in the same work, L. strigata was the sister 
species to all green lizards based on the Cyt b gene. Ahmadzadeh, 
Flecks, Rödder, et al. (2013), using three mtDNA genes (16S, 12S, 
and Cyt b), also suggested L. strigata to be a sister clade to L. viridis 
and L. bilineata. This uncertainty was not only due to the incomplete 
taxon sampling but also owing to a different set of markers used 
in previous studies. Our results revealed that the application of 
both mtDNA and nuclear markers (multilocus evidence) and more 

F I G U R E  3   Mismatch distributions of simulated frequencies (line) within the Caspian green lizard compared with the observed 
frequencies (bar) under the sudden expansion model using Cyt b. (a) the MMD diagram for the eastern population shows a recent expansion. 
(b) the MMD diagram for the western population illustrates a curve with a normal distribution

TA B L E  1   Molecular diversity indices based on Cyt b for Lacerta 
strigata and its regional populations, including the sample size (N), 
the number of haplotypes (H), haplotype diversity (h), nucleotide 
diversity (π), and the number of polymorphic sites (S)

N H h π S

Lacerta strigata 39 16 0.91 0.012 36

Eastern population 10 3 0.37 0.0007 3

Western population 29 13 0.9 0.004 18
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individual samples provide a more robust phylogenetic inference 
compared with that of the mtDNA.

The intraspecific trees based on the combined dataset supported 
two main clades within the species, occurring on the eastern and the 
western parts of the distribution range (see Figure  and Figure S1). 
The regional eastern clade was limited to the eastern Golestan, 
whereas the regional western clade included most of the species 
range from Russia to the western part of the Golestan (Figure 1).

4.2 | Evolutionary history of Lacerta strigata

According to the time- calibrated tree, the Caspian green lizard was 
separated from its congeners about 10.6 Mya (95% HPD; 8.20– 
12.93 Mya) during the Late- Miocene (Figure 2). This estimated di-
vergence time may appear a bit older than the previous estimation 
(approximately 9 Mya; Ahmadzadeh, Flecks, Rödder, et al., 2013), 
which is probably related to the use of nuclear markers and more 

F I G U R E  5   The biogeographic analysis 
of Lacerta strigata using S- DIVA (a) 
and BBM (b) based on Cyt b. For these 
analyses, three regions were considered: 
the eastern distribution (E), the central 
distribution (C), and the western 
distribution (W). The black and red circles 
around the nodes show dispersal and 
vicariance events, respectively

F I G U R E  4   The Bayesian skyline plot 
showing that the population size changes 
over time using Cyt b for the western 
regional clad of Lacerta strigata. The 
central line shows the median values of 
the population size with the 95% highest 
posterior density intervals
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samples. In the present study, the two main clades were separated 
in a time period between the Early and Middle Pleistocene (0.9 Mya, 
95% HPD: 0.55– 1.16 Mya), and the western subclades diverged 
about 0.4 Mya (95% HPD: 0.17– 0.47 Mya). It is comparable to the 
Hyrcanian wood frog (Rana pesudodalmatina) and Fat Dormouse 
(Gilis gilis) that split into the eastern and western lineages about 
1.6 Mya (95% HPD: 0.58– 2.54 Mya) and 1.19 Mya (95% HPD: 0.55– 
1.91 Mya), respectively (Ahmadi et al., 2018; N. Amiri, S. Vaissi, F. 
Aghamir, R. Saberi- Pirooz, D. Rödder, E. Ebrahimi, & F. Ahmadzadeh, 
Unpublished data). This pattern of divergence, however, was not 
observed in the Persian brook salamander (Paradactylodon per-
sicus), which is an endemic species from the Hyrcanian Forests 
(Ahmadzadeh et al., 2020). In contrast, the phylogenetic studies 
on the greenbelly lizard (Darevskia chlorogaster) and Alborz lizard 
(Darevskia defilippii) showed species complexes with deeper phylo-
genetic separations between the evolutionary lineages in the south 
of the Caspian Sea (Ahmadzadeh, Flecks, Carretero, Mozaffari, 
Böhme, et al., 2013).

According to the phylogeographic assessments, we suggest that 
the climatic oscillations of the Pleistocene were associated with the 
cladogenesis of L. strigata. During the Quaternary stadials, the prev-
alent climate of the region was cold/dry and the species was likely 
sheltered in the southern refugia until interstadials when the cli-
mate became warmer and moist (Kehl, 2009). The Alborz Mountains 
and the southern Caspian Sea have been reported as refugia for 
many other species (Ahmadzadeh, Flecks, Carretero, Mozaffari, 
Böhme, et al., 2013; Asadi et al., 2019; Saberi- Pirooz et al., 2018; 
Veith et al., 2003; Zohary, 1973), acting as sources of subsequent 
diversifications , which eventually promoted haplotype admixture. 

Several species in the region showed evidence of shrinks to glacial 
refugia and subsequent postglacial expansion (Ahmadzadeh, Flecks, 
Carretero, Mozaffari, Böhme, et al., 2013; Ahmadzadeh et al., 2020).

According to the SDMs, the habitat suitability for the species has 
been limited to three different areas (western, central, and eastern 
of the distribution range) in the Hyrcanian Forests since the LGM 
(Figure 7). Therefore, the regions are identified as Pleistocene refugia 
because of climate stability in contrast to adjunct regions (like other 
species in the region; see Ahmadzadeh et al., 2020). Furthermore, 
the findings of SDMs supported that the range of suitable habitats 
for the species would have expanded to some regions out of the 
Hyrcanian region in the Caucasus and the southern Alborz.

In line with the results of the SDMs, the haplotype networks 
suggest that the regional eastern and western clades presumably 
possessed separate refugia during the Pleistocene, which may 
provide evidence for multiple refugia within the main refuge in 
the southern Caspian Sea. The similar distribution pattern have 
been also reported for other species (D. chlorogaster, D. deffilipi, 
R. pseudodalmatina, etc.) occurring in the region which reinforce 
the hypothesis of multiple refugia (Ahmadzadeh, Flecks, Carretero, 
Mozaffari, Böhme, et al., 2013; Ahmadzadeh et al., 2020; N. Amiri, 
S. Vaissi, F. Aghamir, R. Saberi- Pirooz, D. Rödder, E. Ebrahimi, & F. 
Ahmadzadeh, Unpublished data). Pleistocene and Holocene fluc-
tuations led to changes in the Caspian Sea level, which affected 
the vegetation communities of the Hyrcanian Forests. These rapid 
fluctuations between glacial and interglacial oscillations, with ap-
proximately 150 m difference in sea level between the high and 
low stands (Leroy et al., 2013), are suggested to have contributed 
to the formation of disconnected refuges within the Hyrcanian 

F I G U R E  6   Parsimony haplotype 
network of the Caspian green lizard using 
Cyt b. The Haplogroup a (pink color) 
refers to the regional eastern clade, and 
the Haplogroup b is assigned to the rest 
of the distribution. The individuals of 
the subclades a and b are color- coded 
with green and blue, respectively (see 
Figure 2). The squares demonstrate 
ancestral haplotypes
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Forests. Since the ancestral haplotypes of L. strigata were placed 
in Iran (Figure 6), we hypothesize that other regions (eastern Iran, 
Russia, Armenia, Azerbaijan, Georgia, and Nagorno- Karabakh) 
were colonized from the western part of the Hyrcanian Forests, 
suggesting a possible postglacial expansion. Indeed, the Astara 
samples (RS04 and RS05) were placed near the individuals from 
Nagorno- Karabakh (DB10123). The Aras valley, making the bor-
der between Iran, Azerbaijan, Armenia, Nagorno- Karabakh, and 
Turkey, does not seem to act as a geographic barrier for terres-
trial vertebrates (Freitas et al., 2016; Saberi- Pirooz et al., 2018). 
This region is considered as the area of refuge during cold periods. 
According to the network analyses, L. strigata was present at both 
riverbanks of the valley with identical haplotypes shared between 
both sides (RS04 and DB10123).

The S- DIVA and BBM analyses identified successive dispersal 
and vicariance events that may have shaped the phylogeographic 

structure of the species (Figure 5). These events correspond to 
the divergence of the regional eastern and western clades from 
the ancestral node. We assume that the shallow divergence of the 
genetic lineages may have resulted from short- distance dispersal 
(Irwin, 2002). Also, it is suggested that dispersal to other regions 
during the postglacial and the repeated sequence of restriction and 
expansion in the Hyrcanian Forests led to the allopatric isolation of 
forest- dwelling species (Ahmadi et al., 2018).

4.3 | Genetic structure and demography

Based on the AMOVA analysis, the two main clades (regional east-
ern and western clades) were considered as distinct populations 
(Fst = 0.8). Moreover, the MMD diagrams and the demographic 
analysis (Tajima's D and Fu's fs) revealed a recent expansion of the 

F I G U R E  7   Potential distribution 
modeling for Lacerta strigata under the 
past (mid- Holocene (6 kya), the Last 
Glacial Maximum (LGM; 21 Kya)) and 
present climatic conditions. The stability 
of habitat suitability through time 
indicates potential refugia in this area
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regional eastern clade (Figure 3). The nonsignificant and negative 
values for the demographic analysis of the regional western clade 
did not allow for any inference on the historical demography (see 
Parvizi et al., 2018).

Overall, the patterns of haplotype network, as well as the neu-
trality statistics and MMD results, were generally consistent with 
the hypothesis of a recent expansion of the species. The BSP dis-
played a mild increase in Ne for the regional western clade from 
about 120 Kya, suggesting that the species responded favorably 
to the past environment of the refugia during the Late- Pleistocene. 
Besides, these refugia may have buffered unfavorable climatic con-
ditions during glacial cycles of the Late- Pleistocene, which promoted 
the Ne.

The haplotype and genetic diversity indices were high within the 
species (h = 0.91, π = 0.012). These indices were low for the regional 
eastern clade compared with the regional western clade (Table 1). 
We suggest that the weak genetic structure (h and π) of the eastern 
population is probably due to a population expansion from a small 
number of founder individuals in the eastern part of the Hyrcanian 
Forests (also see Ahmadi et al., 2018).

In general, it seems that the genetic structure of the species may 
have potentially developed through the isolation of refugial popula-
tions in two separate areas. It is supposed that during the climatic 
oscillations, subsequent local contraction, and expansion events 
probably shaped the current species distribution range, though there 
was no plenty of time for a more pronounced genetic structure.

5  | CONCLUSION

In the present study, the phylogenetic position of L. strigata as the 
sister taxon to other congeneric species was well supported. The 
phylogenetic analyses supported two intraspecific main clades (east-
ern and western), with the regional western clade that split into two 
subclades. The time- calibrated analysis showed that the intraspe-
cific divergence for the main clades took place in a time period be-
tween the Early and Middle Pleistocene, while the regional western 
subclades were separated during the Middle Pleistocene. The de-
mographic inference suggested that L. strigata experienced a mild 
population expansion coinciding with the Late- Pleistocene climate 
oscillations. As no natural barriers are recognized for the separation 
of such clades, we assume that short- distance dispersal and isolation 
in several hidden refugia were probably the drivers of the genetic 
structure. These aspects have to be further confirmed using detailed 
population genetics and more samples.

ACKNOWLEDG MENTS
We would like to thank those many people who have assisted 
this study by fieldwork, preparing the specimens, providing liz-
ard tissues, and occurrence data: Wolfgang Bohme (Zoologisches 
Forschungsmuseum Alexander Koenig, Germany), Evgeni S. Roitberg 
(University of Koblenz— Landau), Golam Asadi, Mehrnaz Taati, 
Maryam Ghatei, Farshad Nejat, Farzaneh Khanjani, Naim Moradi, 

and Kiarash Golzarian Pour. We would also like to thank Saeedeh 
Ataei and Mahshid Oladi for their help in the fieldwork and improv-
ing the manuscript. We also thank Elham Ebrahimi for her contribu-
tion to improve the manuscript.

CONFLIC T OF INTERE S T
None declared.

AUTHOR CONTRIBUTIONS
Reihaneh Saberi- Pirooz: Conceptualization (supporting); formal 
analysis (lead); methodology (lead); project administration (equal); 
software (lead); visualization (supporting); writing– original draft 
(lead). Hassan Rajabi -  Maham: Funding acquisition (equal); Data 
curation (equal); formal analysis (equal); supervision (supporting); 
writing– review and editing (equal). Faraham Ahmadzadeh: Funding 
acquisition (equal); Conceptualization (lead); data curation (lead); 
formal analysis (equal); methodology (equal); supervision (lead); 
writing– original draft (equal); writing– review and editing (equal). 
Bahram H. Kiabi: Conceptualization (equal); supervision (equal); 
writing– review and editing (equal). Mohammad Javidkar: Data cura-
tion (equal); formal analysis (supporting); methodology (supporting); 
software (supporting); writing– original draft (equal); writing– review 
and editing (supporting). Miguel A. Carretero: Funding acquisition 
(equal); investigation (equal); writing– review and editing (equal).

DATA AVAIL ABILIT Y S TATEMENT
The data for this study, including accession numbers for genetic se-
quences deposited on NCBI GenBank, are recorded in the appendix 
(Table S1).

ORCID
Reihaneh Saberi- Pirooz  https://orcid.org/0000-0002-9210-3570 
Hassan Rajabi- Maham  https://orcid.org/0000-0002-1361-0751 
Faraham Ahmadzadeh  https://orcid.org/0000-0001-7152-8484 
Bahram H. Kiabi  https://orcid.org/0000-0002-2352-5067 
Mohammad Javidkar  https://orcid.org/0000-0002-0781-8687 
Miguel A. Carretero  https://orcid.org/0000-0002-2335-7198 

R E FE R E N C E S
Ahmadi, M., Naderi, M., Kaboli, M., Nazarizadeh, M., Karami, M., & 

Beitollahi, S. M. (2018). Evolutionary applications of phylogenetically- 
informed ecological niche modelling (ENM) to explore cryptic diver-
sification over cryptic refugia. Molecular Phylogenetics and Evolution, 
127, 712– 722. https://doi.org/10.1016/j.ympev.2018.06.019

Ahmadzadeh, F., Carretero, M. A., Harris, D. J., Perera, A., & Böhme, 
W. (2012). A molecular phylogeny of the eastern group of ocellated 
lizard genus Timon (Sauria: Lacertidae) based on mitochondrial and 
nuclear DNA sequences. Amphibia- Reptilia, 33, 1– 10. https://doi.
org/10.1163/15685 3811X 619718

Ahmadzadeh, F., Flecks, M., Carretero, M. A., Böhme, W., Ilgaz, C., Engler, 
J. O., James Harris, D., Üzüm, N., & Rödder, D. (2013). Rapid lizard ra-
diation lacking niche conservatism: Ecological diversification within 
a complex landscape. Journal of Biogeography, 40(9), 1807– 1818. 
https://doi.org/10.1111/jbi.12121

Ahmadzadeh, F., Flecks, M., Carretero, M. A., Mozaffari, O., Böhme, W., 
Harris, D. J., Freitas, S., & Rödder, D. (2013). Cryptic speciation patterns 

https://orcid.org/0000-0002-9210-3570
https://orcid.org/0000-0002-9210-3570
https://orcid.org/0000-0002-1361-0751
https://orcid.org/0000-0002-1361-0751
https://orcid.org/0000-0001-7152-8484
https://orcid.org/0000-0001-7152-8484
https://orcid.org/0000-0002-2352-5067
https://orcid.org/0000-0002-2352-5067
https://orcid.org/0000-0002-0781-8687
https://orcid.org/0000-0002-0781-8687
https://orcid.org/0000-0002-2335-7198
https://orcid.org/0000-0002-2335-7198
https://doi.org/10.1016/j.ympev.2018.06.019
https://doi.org/10.1163/156853811X619718
https://doi.org/10.1163/156853811X619718
https://doi.org/10.1111/jbi.12121


12  |     SABERI- PIROOZ Et Al.

in Iranian rock lizards uncovered by integrative taxonomy. PLoS One, 
8(12), e80563. https://doi.org/10.1371/journ al.pone.0080563

Ahmadzadeh, F., Flecks, M., Rödder, D., Böhme, W., Ilgaz, Ç., Harris, D. J., 
Engler, J. O., Üzüm, N., & Carretero, M. A. (2013). Multiple dispersal 
out of Anatolia: Biogeography and evolution of oriental green lizards. 
Biological Journal of the Linnean Society, 110(2), 398– 408. https://doi.
org/10.1111/bij.12129

Ahmadzadeh, F., Kiabi, B. H., Kami, H. G., & Hojjati, V. (2008). A prelim-
inary study of the lizard fauna and their habitats in Northwestern 
Iran. Asiatic Herpetological Research, 11, 1– 9.

Ahmadzadeh, F., Shahrokhi, G., Saberi- Pirooz, R., Oladi, M., Taati, 
M., Poyarkov, N. A., & Rödder, D. (2020). Alborz Heritage: 
Geographic distribution and genetic differentiation of the Iranian 
Paradactylodon (Amphibia: Hynobiidae). Amphibia- Reptilia, https://
doi.org/10.1163/15685 381- bja10022

Akaike, H. (1974). A new look at the statistical model identification. 
IEEE Transactions on Automatic Control, 19(6), 716– 723. https://doi.
org/10.1109/TAC.1974.1100705

Albayrak, T., Gonzalez, J., Drovetski, S. V., & Wink, M. (2012). 
Phylogeography and population structure of Krüper’s Nuthatch 
Sitta krueperi from Turkey based on microsatellites and mitochon-
drial DNA. Journal of Ornithology, 153(2), 405– 411. https://doi.
org/10.1007/s1033 6- 011- 0756- 4

Allen, M. B., Ghassemi, M. R., Shahrabi, M., & Qorashi, M. (2003). 
Accommodation of late Cenozoic oblique shortening in the Alborz 
range, northern Iran. Journal of Structural Geology, 25(5), 659– 672. 
https://doi.org/10.1016/S0191 - 8141(02)00064 - 0

Anderson, S. C. (1999). The lizards of Iran. USA: Society for the Study of 
Amphibians and Reptiles, St. Louis, Missouri.

Araújo, M. B., & New, M. (2007). Ensemble forecasting of species dis-
tributions. Trends in Ecology & Evolution, 22(1), 42– 47. https://doi.
org/10.1016/j.tree.2006.09.010

Arnold, E. N., Arribas, O., & Carranza, S. (2007). Systematics of the 
Palaearctic and Oriental lizard tribe Lacertini (Squamata: Lacertidae: 
Lacertinae), with descriptions of eight new genera. Zootaxa, 1430(1), 
1– 86. https://doi.org/10.11646/ zoota xa.1430.1.1

Asadi, A., Montgelard, C., Nazarizadeh, M., Moghaddasi, A., Fatemizadeh, 
F., Simonov, E., Kami, H. G., & Kaboli, M. (2019). Evolutionary his-
tory and postglacial colonization of an Asian pit viper (Gloydius 
halys caucasicus) into Transcaucasia revealed by phylogenetic and 
phylogeographic analyses. Scientific Reports, 9(1), 1– 16. https://doi.
org/10.1038/s4159 8- 018- 37558 - 8

Ashrafzadeh, M. R., Kaboli, M., & Naghavi, M. R. (2016). Mitochondrial 
DNA analysis of Iranian brown bears (Ursus arctos) reveals new phylo-
geographic lineage. Mammalian Biology- Zeitschrift Für Säugetierkunde, 
81(1), 1– 9. https://doi.org/10.1016/j.mambio.2015.09.001

Avise, J. C. (2000). Phylogeography: The history and formation of species. 
USA: Harvard University Press.

Barata, M., Carranza, S., & Harris, D. J. (2012). Extreme genetic diver-
sity in the lizard Atlantolacerta andreanskyi (Werner, 1929): A mon-
tane cryptic species complex. BMC Evolutionary Biology, 12(1), 167. 
https://doi.org/10.1186/1471- 2148- 12- 167

Braconnot, P., Harrison, S. P., Kageyama, M., Bartlein, P. J., Masson- 
Delmotte, V., Abe- Ouchi, A., Otto- Bliesner, B., & Zhao, Y. (2012). 
Evaluation of climate models using palaeoclimatic data. Nature 
Climate Change, 2(6), 417– 424. https://doi.org/10.1038/nclim 
ate1456

Carranza, S., Arnold, E. N., & Amat, F. (2004). DNA phylogeny of Lacerta 
(Iberolacerta) and other lacertine lizards (Reptilia: Lacertidae): Did 
competition cause long- term mountain restriction? Systematics 
and Biodiversity, 2(1), 57– 77. https://doi.org/10.1017/S1477 20000 
4001355

Červnansky, A. (2010). Earliest world record of green lizards (Lacertilia, 
Lacertidae) from the Lower Miocene of Central Europe. Biologia, 
65(4), 737– 741. https://doi.org/10.2478/s1175 6- 010- 0066- y

Cilek, V., & Smith, R. H. (2009). Earth system: History and natural variabil-
ity. UK: Eolss Publishers Co Ltd.

Clement, M., Posada, D., & Crandall, K. A. (2000). TCS: A computer pro-
gram to estimate gene genealogies. Molecular Ecology, 9(10), 1657– 
1659. https://doi.org/10.1046/j.1365- 294x.2000.01020.x

Davis, M. B. (1981). Quaternary history and the stability of for-
est communities. Forest Succession, 132– 153. https://doi.
org/10.1007/978- 1- 4612- 5950- 3_10

Dianat, M., Darvish, J., Cornette, R., Aliabadian, M., & Nicolas, V. (2017). 
Evolutionary history of the Persian Jird, Meriones persicus, based 
on genetics, species distribution modelling and morphometric data. 
Journal of Zoological Systematics and Evolutionary Research, 55(1), 29– 
45. https://doi.org/10.1111/jzs.12145

Drummond, A. J., & Rambaut, A. (2007). BEAST: Bayesian evolution-
ary analysis by sampling trees. BMC Evolutionary Biology, 7(1), 214. 
https://doi.org/10.1186/1471- 2148- 7- 214

Drummond, A. J., Rambaut, A., Shapiro, B. E. T. H., & Pybus, O. G. (2005). 
Bayesian coalescent inference of past population dynamics from mo-
lecular sequences. Molecular Biology and Evolution, 22, 1185– 1192. 
https://doi.org/10.1093/molbe v/msi103

Dubey, S., Zaitsev, M., Cosson, J.- F., Abdukadier, A., & Vogel, P. (2006). 
Pliocene and Pleistocene diversification and multiple refugia in a 
Eurasian shrew (Crocidura suaveolens group). Molecular Phylogenetics 
and Evolution, 38(3), 635– 647. https://doi.org/10.1016/j.ympev. 
2005.11.005

Dufresnes, C., Litvinchuk, S. N., Leuenberger, J., Ghali, K., Zinenko, O., 
Stöck, M., & Perrin, N. (2016). Evolutionary melting pots: A biodi-
versity hotspot shaped by ring diversifications around the Black Sea 
in the Eastern tree frog (Hyla orientalis). Molecular Ecology, 25(17), 
4285– 4300. https://doi.org/10.1111/mec.13706

Ehlers, J., & Gibbard, P. L. (2007). The extent and chronology of Cenozoic 
global glaciation. Quaternary International, 164, 6– 20. https://doi.
org/10.1016/j.quaint.2006.10.008

Engström, K. S., Broberg, K., Concha, G., Nermell, B., Warholm, M., & 
Vahter, M. (2007). Genetic polymorphisms influencing arsenic metab-
olism: Evidence from Argentina’. Environmental Health Perspectives, 
115(4), 599. https://doi.org/10.1289/ehp.9734

Estes, R. (1983). Handbuch der Paläoherpetologie. Encyclopedia of paleo-
herpetology. T. 10A. Sauria terrestria, Amphisbaenia. USA: Stanford 
University Press.

Excoffier, L., & Lischer, H. E. L. (2010). Arlequin suite ver 3.5: A new 
series of programs to perform population genetics analyses under 
Linux and Windows. Molecular Ecology Resources, 10(3), 564– 567. 
https://doi.org/10.1111/j.1755- 0998.2010.02847.x

Fick, S. E., & Hijmans, R. J. (2017). WorldClim 2: New 1- km spatial reso-
lution climate surfaces for global land areas. International Journal of 
Climatology, 37(12), 4302– 4315. https://doi.org/10.1002/joc.5086

Freitas, S., Rocha, S., Campos, J., Ahmadzadeh, F., Corti, C., Sillero, N., 
Ilgaz, Ç., Kumlutaş, Y., Arakelyan, M., Harris, D. J., & Carretero, M. 
A. (2016). Parthenogenesis through the ice ages: A biogeographic 
analysis of Caucasian rock lizards (genus Darevskia). Molecular 
Phylogenetics and Evolution, 102, 117– 127. https://doi.org/10.1016/j.
ympev.2016.05.035

Fu, Y. X. (1997). Statistical tests of neutrality of mutations against pop-
ulation growth, hitchhiking and background selection. Genetics, 
147(2), 915– 925. https://doi.org/10.1093/genet ics/147.2.915

Gabelaia, M., Gabelaia, M., Tarkhnishvili, D., Gabelaia, M., Tarkhnishvili, 
D., & Murtskhvaladze, M. (2015). Phylogeography and morpho-
logical variation in a narrowly distributed Caucasian rock liz-
ard, Darevskia mixta. Amphibia- reptilia, 36(1), 45– 54. https://doi.
org/10.1163/15685 381- 00002975

Ghorbani, M. (2013). Nature of Iran and its climate. In The Economic 
Geology of Iran (pp. 1– 44).

Godinho, R., Crespo, E., Ferrand, N., & Harris, D. J. (2005). Phylogeny and 
evolution of the green lizards, Lacerta spp. (Squamata: Lacertidae) 

https://doi.org/10.1371/journal.pone.0080563
https://doi.org/10.1111/bij.12129
https://doi.org/10.1111/bij.12129
https://doi.org/10.1163/15685381-bja10022
https://doi.org/10.1163/15685381-bja10022
https://doi.org/10.1109/TAC.1974.1100705
https://doi.org/10.1109/TAC.1974.1100705
https://doi.org/10.1007/s10336-011-0756-4
https://doi.org/10.1007/s10336-011-0756-4
https://doi.org/10.1016/S0191-8141(02)00064-0
https://doi.org/10.1016/j.tree.2006.09.010
https://doi.org/10.1016/j.tree.2006.09.010
https://doi.org/10.11646/zootaxa.1430.1.1
https://doi.org/10.1038/s41598-018-37558-8
https://doi.org/10.1038/s41598-018-37558-8
https://doi.org/10.1016/j.mambio.2015.09.001
https://doi.org/10.1186/1471-2148-12-167
https://doi.org/10.1038/nclimate1456
https://doi.org/10.1038/nclimate1456
https://doi.org/10.1017/S1477200004001355
https://doi.org/10.1017/S1477200004001355
https://doi.org/10.2478/s11756-010-0066-y
https://doi.org/10.1046/j.1365-294x.2000.01020.x
https://doi.org/10.1007/978-1-4612-5950-3_10
https://doi.org/10.1007/978-1-4612-5950-3_10
https://doi.org/10.1111/jzs.12145
https://doi.org/10.1186/1471-2148-7-214
https://doi.org/10.1093/molbev/msi103
https://doi.org/10.1016/j.ympev.2005.11.005
https://doi.org/10.1016/j.ympev.2005.11.005
https://doi.org/10.1111/mec.13706
https://doi.org/10.1016/j.quaint.2006.10.008
https://doi.org/10.1016/j.quaint.2006.10.008
https://doi.org/10.1289/ehp.9734
https://doi.org/10.1111/j.1755-0998.2010.02847.x
https://doi.org/10.1002/joc.5086
https://doi.org/10.1016/j.ympev.2016.05.035
https://doi.org/10.1016/j.ympev.2016.05.035
https://doi.org/10.1093/genetics/147.2.915
https://doi.org/10.1163/15685381-00002975
https://doi.org/10.1163/15685381-00002975


     |  13SABERI- PIROOZ Et Al.

based on mitochondrial and nuclear DNA sequences. Amphibia- 
Reptilia, 26(3), 271– 285. https://doi.org/10.1163/15685 38057 
74408667

Gómez, A., & Lunt, D. H. (2007). Refugia within refugia: Patterns of phy-
logeographic concordance in the Iberian Peninsula. pp. 155- 188. In 
S. Weiss and N. Ferrand (eds.), Phylogeography in Southern European 
Refugia: Evolutionary Perspectives on the Origin and Conservation of 
European Biodiversity. Dordrecht, Netherlands: Springer.

Guillou, H., Carracedo, J. C., Torrado, F. P., & Badiola, E. R. (1996). K- Ar ages and 
magnetic stratigraphy of a hotspot- induced, fast grown oceanic island: El 
Hierro, Canary Islands. Journal of Volcanology and Geothermal Research, 
73(1– 2), 141– 155. https://doi.org/10.1016/0377- 0273(96)00021 - 2

Gvoždik, V., Moravec, J., Klütsch, C., & Kotlík, P. (2010). Phylogeography 
of the Middle Eastern tree frogs (Hyla, Hylidae, Amphibia) as inferred 
from nuclear and mitochondrial DNA variation, with a description 
of a new species. Molecular Phylogenetics and Evolution, 55(3), 1146– 
1166. https://doi.org/10.1016/j.ympev.2010.03.015

Hasegawa, M., Kishino, H., & Yano, T. (1985). Dating of the human- ape split-
ting by a molecular clock of mitochondrial DNA. Journal of Molecular 
Evolution, 22(2), 160– 174. https://doi.org/10.1007/BF021 01694

Hewitt, G. (2000). The genetic legacy of the Quaternary ice ages. Nature, 
405(6789), 907. https://doi.org/10.1038/35016000

Hewitt, G. M. (2004). Genetic consequences of climatic oscillations in 
the Quaternary. Philosophical Transactions of the Royal Society of 
London. Series B: Biological Sciences, 359(1442), 183– 195. https://doi.
org/10.1098/rstb.2003.1388

Hijmans, R. J., Cameron, S. E., Parra, J. L., Jones, P. G., & Jarvis, A. (2005). 
Very high resolution interpolated climate surfaces for global land 
areas. International Journal of Climatology, 25(15), 1965– 1978. https://
doi.org/10.1002/joc.1276

Himes, C. M. T., Gallardo, M. H., & Kenagy, G. J. (2008). Historical 
biogeography and post- glacial recolonization of South American 
temperate rain forest by the relictual marsupial Dromiciops 
gliroides. Journal of Biogeography, 35(8), 1415– 1424. https://doi.
org/10.1111/j.1365- 2699.2008.01895.x

Huelsenbeck, J. P., & Ronquist, F. (2001). MRBAYES: Bayesian inference 
of phylogenetic trees. Bioinformatics, 17(8), 754– 755. https://doi.
org/10.1093/bioin forma tics/17.8.754

Irwin, D. E. (2002). Phylogeographic breaks without geographic barriers 
to gene flow. Evolution, 56(12), 2383– 2394. https://doi.org/10.1111/
j.0014- 3820.2002.tb001 64.x

Jaynes, E. T. (1957). Information theory and statistical mechanics. Physical 
Review, 106(4), 620. https://doi.org/10.1103/PhysR ev.106.620

Joger, U., Fritz, U., Guicking, D., Kalyabina- Hauf, S., Nagy, Z. T., & Wink, 
M. (2007). Phylogeography of western Palaearctic reptiles– Spatial 
and temporal speciation patterns. Zoologischer Anzeiger- A Journal 
of Comparative Zoology, 246(4), 293– 313. https://doi.org/10.1016/j.
jcz.2007.09.002

Kafash, A., Ashrafi, S., Ohler, A., & Schmidt, B. R. (2019). Environmental 
predictors for the distribution of the Caspian green lizard, Lacerta 
strigata Eichwald, 1831, along elevational gradients of the Elburz 
Mountains in northern Iran. Turkish Journal of Zoology, 43(1), 106– 
113. https://doi.org/10.3906/zoo- 1808- 15

Katoh, K., Rozewicki, J., & Yamada, K. D. (2017). MAFFT online service: 
Multiple sequence alignment, interactive sequence choice and visu-
alization. Briefings in Bioinformatics, 20(4), 1160– 1166.

Kehl, M. (2009). Quaternary climate change in Iran— THE state of 
knowledge. Erdkunde, 63, 1– 17. https://doi.org/10.3112/erdku 
nde.2009.01.01

Kocher, T. D., Thomas, W. K., Meyer, A., Edwards, S. V., Pääbo, S., 
Villablanca, F. X., & Wilson, A. C. (1989). Dynamics of mitochon-
drial DNA evolution in animals: Amplification and sequencing with 
conserved primers. Proceedings of the National Academy of Sciences, 
86(16), 6196– 6200. https://doi.org/10.1073/pnas.86.16.6196

Kornilios, P., Thanou, E., Lymberakis, P., Ilgaz, Ç., Kumlutaş, Y., & Leaché, 
A. (2020). A phylogenomic resolution for the taxonomy of Aegean 
green lizards. Zoologica Scripta, 49(1), 14– 27. https://doi.org/10.1111/
zsc.12385

Langerwerf, B. (1980). The Caucasian green lizard, Lacerta strigata 
Eichwald 1831, with notes on its reproduction in captivity. Bulletin of 
the British Herpetological Society, 1, 23– 26.

Leestmans, R. (2005). Le refuge caspiens et son importance en biogéog-
raphie. Linneana Belgica, 20(3), 97– 102.

Leroy, S. A. G., & Arpe, K. (2007). Glacial refugia for summer- green trees 
in Europe and south- west Asia as proposed by ECHAM3 time- slice 
atmospheric model simulations. Journal of Biogeography, 34(12), 
2115– 2128. https://doi.org/10.1111/j.1365- 2699.2007.01754.x

Leroy, S. A., Kakroodi, A. A., Kroonenberg, S., Lahijani, H. K., 
Alimohammadian, H., & Nigarov, A. (2013). Holocene vegetation 
history and sea level changes in the SE corner of the Caspian Sea: 
Relevance to SW Asia climate. Quaternary Science Reviews, 70, 28– 47. 
https://doi.org/10.1016/j.quasc irev.2013.03.004

Médail, F., & Diadema, K. (2009). Glacial refugia influence plant diversity 
patterns in the Mediterranean Basin. Journal of Biogeography, 36(7), 
1333– 1345. https://doi.org/10.1111/j.1365- 2699.2008.02051.x

Mozaffarian, F. (2013). A preliminary study on the distribution patterns of 
endemic species of Fulgoromorpha (Hemiptera, Auchenorrhyncha) in 
Iran. ZooKeys, 319, 231. https://doi.org/10.3897/zooke ys.319.4159

Naderi, G., Kaboli, M., Koren, T., Karami, M., Zupan, S., Rezaei, H. R., & 
Krystufek, B. (2014). Mitochondrial evidence uncovers a refugium 
for the fat dormouse (Glis glis Linnaeus, 1766) in Hyrcanian forests 
of northern Iran. Mammalian Biology- Zeitschrift Für Säugetierkunde, 
79(3), 202– 207. https://doi.org/10.1016/j.mambio.2013.12.001

Naqinezhad, A., Bahari, S. H., Gholizadeh, H., Esmaeili, R., Hamzeh'ee, B., 
Djamali, M., & Moradi, H. (2012). A phytosociological survey of two 
lowland Caspian (Hyrcanian) remnant forests, Northern Iran, for val-
idation of some forest syntaxa. Phytologia Balcanica, 18(2), 173– 186.

Naqinezhad, A., Hamzeh’ee, B., & Attar, F. (2008). Vegetation– 
environment relationships in the alderwood communities of 
Caspian lowlands, N. Iran (toward an ecological classification). Flora- 
Morphology, Distribution, Functional Ecology of Plants, 203(7), 567– 
577. https://doi.org/10.1016/j.flora.2007.09.007

Nylander, J. A. A. (2004). MrModeltest V2. Program distributed by the author. 
Uppsala, Sweden: Evolutionary Biology Centre, Uppsala University.

Palumbi, S. (1991). Simple fool’s guide to PCR’. Honolulu, Hawaii: University 
of Hawaii.

Parvizi, E., Naderloo, R., Keikhosravi, A., Solhjouy- Fard, S., & Schubart, 
C. D. (2018). Multiple Pleistocene refugia and repeated phylogeo-
graphic breaks in the southern Caspian Sea region: Insights from 
the freshwater crab Potamon ibericum. Journal of Biogeograph, 45(6), 
1234– 1245. https://doi.org/10.1111/jbi.13195

Pavlicev, M., & Mayer, W. (2006). Multiple copies of coding as well as 
pseudogene c- mos sequence exist in three lacertid species’. Journal 
of Experimental Zoology Part B: Molecular and Developmental Evolution, 
306(6), 539– 550. https://doi.org/10.1002/jez.b.21110

Petit, R. J., Hampe, A., & Cheddadi, R. (2005). Climate changes and 
tree phylogeography in the Mediterranean. Taxon, 54(4), 877– 885. 
https://doi.org/10.2307/25065568

Phillips, S. J., Anderson, R. P., & Schapire, R. E. (2006). Maximum entropy 
modeling of species geographic distributions. Ecological Modelling, 
190, 231– 259. https://doi.org/10.1016/j.ecolm odel.2005.03.026

Phillips, S. J., Dudík, M., Elith, J., Graham, C. H., Lehmann, A., Leathwick, J., 
& Ferrier, S. (2009). Sample selection bias and presence- only distribu-
tion models: Implications for background and pseudo- absence data. 
Ecological Applications, 19, 181– 197. https://doi.org/10.1890/07- 2153.1

Phillips, S. J., Dudik, M., & Schapire, R. E. (2004). A maximum entropy ap-
proach to species distribution modelling. In Proceedings of the twenty- 
first international conference on Machine learning (p. 83).

https://doi.org/10.1163/156853805774408667
https://doi.org/10.1163/156853805774408667
https://doi.org/10.1016/0377-0273(96)00021-2
https://doi.org/10.1016/j.ympev.2010.03.015
https://doi.org/10.1007/BF02101694
https://doi.org/10.1038/35016000
https://doi.org/10.1098/rstb.2003.1388
https://doi.org/10.1098/rstb.2003.1388
https://doi.org/10.1002/joc.1276
https://doi.org/10.1002/joc.1276
https://doi.org/10.1111/j.1365-2699.2008.01895.x
https://doi.org/10.1111/j.1365-2699.2008.01895.x
https://doi.org/10.1093/bioinformatics/17.8.754
https://doi.org/10.1093/bioinformatics/17.8.754
https://doi.org/10.1111/j.0014-3820.2002.tb00164.x
https://doi.org/10.1111/j.0014-3820.2002.tb00164.x
https://doi.org/10.1103/PhysRev.106.620
https://doi.org/10.1016/j.jcz.2007.09.002
https://doi.org/10.1016/j.jcz.2007.09.002
https://doi.org/10.3906/zoo-1808-15
https://doi.org/10.3112/erdkunde.2009.01.01
https://doi.org/10.3112/erdkunde.2009.01.01
https://doi.org/10.1073/pnas.86.16.6196
https://doi.org/10.1111/zsc.12385
https://doi.org/10.1111/zsc.12385
https://doi.org/10.1111/j.1365-2699.2007.01754.x
https://doi.org/10.1016/j.quascirev.2013.03.004
https://doi.org/10.1111/j.1365-2699.2008.02051.x
https://doi.org/10.3897/zookeys.319.4159
https://doi.org/10.1016/j.mambio.2013.12.001
https://doi.org/10.1016/j.flora.2007.09.007
https://doi.org/10.1111/jbi.13195
https://doi.org/10.1002/jez.b.21110
https://doi.org/10.2307/25065568
https://doi.org/10.1016/j.ecolmodel.2005.03.026
https://doi.org/10.1890/07-2153.1


14  |     SABERI- PIROOZ Et Al.

Prychitko, T. M., & Moore, W. S. (1997). The utility of DNA sequences of 
an intron from the $β$- fibrinogen gene in phylogenetic analysis of 
woodpeckers (Aves: Picidae)’. Molecular Phylogenetics and Evolution, 
8(2), 193– 204. https://doi.org/10.1006/mpev.1997.0420

Rambaut, A., & Drummond, A. J. (2009). Tracer: MCMC trace analysis tool, 
version 1.5. Retrieved from Oxford, UK: Oxford university. http://
tree.bio.ed.ac.uk/softw are/tracer

Ramezani, E., Marvie Mohadjer, M. R., Knapp, H. D., Ahmadi, H., & 
Joosten, H. (2008). The late- Holocene vegetation history of the 
Central Caspian (Hyrcanian) forests of northern Iran. The Holocene, 
18(2), 307– 321. https://doi.org/10.1177/09596 83607 086768

Rato, C., Stratakis, M., Sousa- Guedes, D., Sillero, N., Corti, C., Freitas, S., 
Harris, D. J., & Carretero, M. A. (2021). The further you search the 
more you find: Cryptic diversity and admixture within the rock- lizard 
Darevskia rudis group. Zoological Scripta, 50(2), 193– 209. https://doi.
org/10.1111/zsc.12462

Rodriguez, F., Oliver, J. L., Marín, A., & Medina, J. R. (1990). The gen-
eral stochastic model of nucleotide substitution. Journal of 
Theoretical Biology, 142(4), 485– 501. https://doi.org/10.1016/S0022 
- 5193(05)80104 - 3

Saberi- Pirooz, R., Ahmadzadeh, F., Ataei, S., Taati, M., Qashqaei, A. T., & 
Carretero, M. A. (2018). A phylogenetic assessment of the meadow 
lizard Darevskia praticola (Eversmann, 1834) from Iran. Zootaxa, 
4441(1), 46– 58. https://doi.org/10.11646/ zoota xa.4441.1.2

Sambrook, J., Fritsch, E. F., & Maniatis, T. (1989). Molecular cloning: A 
laboratory manual. Cold Spring Harbor, NY, USA: Cold Spring Harbor 
Laboratory Press.

Siadati, S., Moradi, H., Attar, F., Etemad, V., Hamzeh'ee, B., & Naqinezhad, A. 
(2010). Botanical diversity of Hyrcanian forests; a case study of a tran-
sect in the Kheyrud protected lowland mountain forests in northern 
Iran. Phytotaxa, 7(1), 1– 18. https://doi.org/10.11646/ phyto taxa.7.1.1

Sillero, N., & Carretero, M. A. (2013). Modelling the past and future 
distribution of contracting species. The Iberian lizard Podarcis 
carbonelli (Squamata: Lacertidae) as a case study. Zoologischer 
Anzeiger- A Journal of Comparative. Zoology, 252(3), 289– 298. https://
doi.org/10.1016/j.jcz.2012.08.004

Šmid, J., Moravec, J., Kodym, P., Kratochvíl, L., Yousefkhani, S. S. H., & 
Frynta, D. (2014). Annotated checklist and distribution of the liz-
ards of Iran. Zootaxa, 3855(1), 1– 97. https://doi.org/10.11646/ zoota 
xa.3855.1.1

Stamatakis, A. (2016). The RAxML v8.2.X Manual. Germany: Heidelberg 
Institute for Theoretical Studies. Retrieved from http://sco.h- its.
org/exeli xis/web/softw are/raxml/ #docum entation (accessed 1 
September 2018).

Stocklin, J. (1968). Structural history and tectonics of Iran: A review. 
AAPG Bulletin, 52(7), 1229– 1258. https://doi.org/10.1306/5D25C 
4A5- 16C1- 11D7- 86450 00102 C1865D

Svenning, J.- C., Eiserhardt, W. L., Normand, S., Ordonez, A., & Sandel, 
B. (2015). The influence of paleoclimate on present- day patterns in 
biodiversity and ecosystems’. Annual Review of Ecology, Evolution, and 
Systematics, 46, 551– 572. https://doi.org/10.1146/annur ev- ecols ys- 
11241 4- 054314

Swets, J. A. (1988). Measuring the accuracy of diagnostic systems. Science, 
240(4857), 1285– 1293. https://doi.org/10.1126/scien ce.3287615

Swofford, D. L. (2003). PAUP*: phylogenetic analysis using parsimony, ver-
sion 4.0 b10’.Cambridge, UK: Cambridge University Press.

Taberlet, P., Fumagalli, L., Wust- Saucy, A. G., & Cosson, J. F. (1998). 
Comparative phylogeography and postglacial colonization routes in 

Europe. Molecular Ecology, 7(4), 453– 464. https://doi.org/10.1046/ 
j.1365- 294x.1998.00289.x

Tajima, F. (1989). Statistical method for testing the neutral mutation hy-
pothesis by DNA polymorphism. Genetics, 123(3), 585– 595. https://
doi.org/10.1093/genet ics/123.3.585

Tarkhnishvili, D. (2014). Historical Biogeography of the Caucasus. NY, USA: 
Nova.

Tarkhnishvili, D., Gavashelishvili, A., & Mumladze, L. (2011). Palaeoclimatic 
models help to understand current distribution of Caucasian forest 
species. Biological Journal of the Linnean Society, 105(1), 231– 248. 
https://doi.org/10.1111/j.1095- 8312.2011.01788.x

Tóth, J. P., Varga, K., Végvári, Z., & Varga, Z. (2013). Distribution of 
the Eastern knapweed fritillary (Melitaea ornata Christoph, 1893)
(Lepidoptera: Nymphalidae): Past, present and future. Journal of 
Insect Conservation, 17(2), 245– 255. https://doi.org/10.1007/s1084 
1- 012- 9503- 2

Tuniyev, B. S. (2011). On the Mediterranean influence on the formation 
of herpetofauna of the Caucasian isthmus and its main xerophylous 
refugia. Russian Journal of Herpetology, 2(2), 95– 119. https://doi.
org/10.30906/ 1026- 2296- 1995- 2- 2- 95- 119

Tuniyev, B., Ananjeva, N. B., Agasyan, A., Orlov, N. L., Tuniyev, S., & 
Anderson, S. (2009). Lacerta strigata (errata version published in 2017). 
The IUCN Red List of Threatened Species 2009: e.T157287A114558813. 
Retrieved from https://dx.doi.org/10.2305/IUCN.UK.2009.RLTS.
T1572 87A50 70727.en./ (accessed 24 February 2020).

Van Andel, T. H., & Tzedakis, P. C. (1996). Palaeolithic landscapes 
of Europe and environs, 150,000– 25,000 years ago: An over-
view. Quaternary Science Reviews, 15(5– 6), 481– 500. https://doi.
org/10.1016/0277- 3791(96)00028 - 5

Veith, M., Schmidtler, J. F., Kosuch, J., Baran, I., & Seitz, A. (2003). 
Palaeoclimatic changes explain Anatolian mountain frog evolution: A 
test for alternating vicariance and dispersal events. Molecular Ecology, 
12(1), 185– 199. https://doi.org/10.1046/j.1365- 294X.2003.01714.x

Yang, Z. (1996). Among- site rate variation and its impact on phylogenetic 
analyses. Trends in Ecology & Evolution, 11(9), 367– 372. https://doi.
org/10.1016/0169- 5347(96)10041 - 0

Yu, Y., Harris, A. J., Blair, C., & He, X. (2015). RASP (Reconstruct Ancestral 
State in Phylogenies): A tool for historical biogeography. Molecular 
Phylogenetics and Evolution, 87, 46– 49. https://doi.org/10.1016/j.
ympev.2015.03.008

Zohary, M. (1973). Geobotanical foundations of the Middle East. Stuttgart, 
Germany: Gustav Fischer- Verlag.

SUPPORTING INFORMATION
Additional supporting information may be found online in the 
Supporting Information section.

How to cite this article: Saberi- Pirooz R, Rajabi- Maham H, 
Ahmadzadeh F, Kiabi BH, Javidkar M, Carretero MA. 
Pleistocene climate fluctuations as the major driver of 
genetic diversity and distribution patterns of the Caspian 
green lizard, Lacerta strigata Eichwald, 1831. Ecol Evol. 
2021;00:1– 14. https://doi.org/10.1002/ece3.7543

https://doi.org/10.1006/mpev.1997.0420
http://tree.bio.ed.ac.uk/software/tracer
http://tree.bio.ed.ac.uk/software/tracer
https://doi.org/10.1177/0959683607086768
https://doi.org/10.1111/zsc.12462
https://doi.org/10.1111/zsc.12462
https://doi.org/10.1016/S0022-5193(05)80104-3
https://doi.org/10.1016/S0022-5193(05)80104-3
https://doi.org/10.11646/zootaxa.4441.1.2
https://doi.org/10.11646/phytotaxa.7.1.1
https://doi.org/10.1016/j.jcz.2012.08.004
https://doi.org/10.1016/j.jcz.2012.08.004
https://doi.org/10.11646/zootaxa.3855.1.1
https://doi.org/10.11646/zootaxa.3855.1.1
http://sco.h-its.org/exelixis/web/software/raxml/#documentation
http://sco.h-its.org/exelixis/web/software/raxml/#documentation
https://doi.org/10.1306/5D25C4A5-16C1-11D7-8645000102C1865D
https://doi.org/10.1306/5D25C4A5-16C1-11D7-8645000102C1865D
https://doi.org/10.1146/annurev-ecolsys-112414-054314
https://doi.org/10.1146/annurev-ecolsys-112414-054314
https://doi.org/10.1126/science.3287615
https://doi.org/10.1046/j.1365-294x.1998.00289.x
https://doi.org/10.1046/j.1365-294x.1998.00289.x
https://doi.org/10.1093/genetics/123.3.585
https://doi.org/10.1093/genetics/123.3.585
https://doi.org/10.1111/j.1095-8312.2011.01788.x
https://doi.org/10.1007/s10841-012-9503-2
https://doi.org/10.1007/s10841-012-9503-2
https://doi.org/10.30906/1026-2296-1995-2-2-95-119
https://doi.org/10.30906/1026-2296-1995-2-2-95-119
https://dx.doi.org/10.2305/IUCN.UK.2009.RLTS.T157287A5070727.en./
https://dx.doi.org/10.2305/IUCN.UK.2009.RLTS.T157287A5070727.en./
https://doi.org/10.1016/0277-3791(96)00028-5
https://doi.org/10.1016/0277-3791(96)00028-5
https://doi.org/10.1046/j.1365-294X.2003.01714.x
https://doi.org/10.1016/0169-5347(96)10041-0
https://doi.org/10.1016/0169-5347(96)10041-0
https://doi.org/10.1016/j.ympev.2015.03.008
https://doi.org/10.1016/j.ympev.2015.03.008
https://doi.org/10.1002/ece3.7543

