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SUMMARY

The Maritime and Ligurian Alps have a flora characterised by a very high number of endemic species
in relation to their small geographical extension. This area is considered one of the most important
centres of diversification of the Alps and a Mediterranean hotspot of biodiversity. In the last years
many studies were performed in order to describe the distribution and phylogeographical patterns of
endemism. Despite these studies, Maritime and Ligurian Alps still lack in a broad view about the
evolution of endemisms in this area. In this review, we examine the knowledge about the distribution
patterns of endemic plant species living in the Maritime and Ligurian Alps in order to identify the
evolutionary and biogeographical mechanisms operating on them.

INTRODUCTION

The Mediterranean Basin is one of the world’s terrestrial biodiversity hotspots (Quézel 1995, Médail
and Myers 2004). This area hosts most of the biodiversity of Europe, but its species richness is
threatened by human pressure and climate change (EEA 2010). In particular, habitat fragmentation and
global warming have caused changes in the ecosystems structure leaving the ecosystems more
vulnerable to invasion by alien species (EEA 2006). For these reasons, there is an urgency to conserve
this richness (Blondel and Médail 2009).

The great biodiversity of the Mediterranean Basin is primarily due to particular climate
conditions, to habitat heterogeneity as a result of paleogeographical and historical factors, and to
different origins of the elements of its flora (Quézel 1985, 1995, Nieto Feliner 2014). Insular, mountain
and 1solated edaphic systems (i.e., ultrabasic and serpentine rocks) generally appear to be major
endemic centres (Quézel 1985, Stevanovi¢ 2003, Bacchetta et al. 2013, Sciandrello et al. 2015).
Circum-Mediterranean vascular flora owes its taxonomic richness (Médail and Quézel 1997) to its
relatively high degree of endemism, varying from 50% (Quézel 1985) to 59% (Greuter 1991) in
relation to the taxonomic interpretations of authors.



The Maritime and Ligurian Alps (MLA) are one of the ten hotspots in the Mediterranean area
(Médail and Quézel 1997) and they are one of the most relevant biogeographical areas in Europe
because of the concentration of endemic taxa (Pawlowski 1970, Martini 1982, Médail and Verlaque
1997, Casazza et al. 2005), and their possible role as long persistence area of species (Merxmiiller
1965, Pawlowski 1970) and populations (Garnier et al. 2004). In fact, MLA are considered to be both a
major Quaternary refugium (Diadema et al. 2005, Schonswetter et al. 2005) and a suture zone sensu
Remington (1968) within the Alps (Comes and Kadereit 2003).

This region is geologically and ecologically complex (Fig. 1). Many tectonic units and many
lithological types (e.g., calcareous, siliceous, and ophiolitic substrates) are present (Bogdanoff et al.
2000, Rosenbaum and Lister 2005, Bertotti et al. 2006). Furthermore, seven thermo-climatic belts have
been recorded by the Worldwide Bioclimatic Classification System methods
(www.globalbioclimatics.org) based on mean temperature and mean precipitations:
thermomediterranean, mesomediterranean, meso-submediterranean, supramediterranean,
supratemperate, oro-submediterranean, and orotemperate (Rivas-Martinez et al. 2004). The northern
part of the MLA is characterised by a temperate climate and it homes a more mesophilous vegetation
compared to the southern part (Regione Piemonte 2001, Brunetti et al. 2006). In addition, during the
Pleistocene, many glacial events affected this area (Ponel et al. 2001, Ehlers and Gibbard 2004) and
repeatedly influenced its geomorphology (Malaroda 2000, Federici and Spagnolo 2004). In this review,
we examine the present advances in knowledge about the endemic plants growing in the MLA in order
to identify and to describe the evolutionary and biogeographical mechanisms driving the high
biodiversity of this area.
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FIGURE 1. Map of Maritime and Ligurian Alps showing major geographic areas. Siliceous outcrops (dotted
areas) and ophiolitic substrate (grey areas) are evidenced. The remnant area corresponds to calcareous outcrops.
Elevation is showed in a blue scale. Dark blue shows highest altitude while light blue shows lowest altitude.
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A PROFILE OF THE ENDEMIC FLORA

In their study about the MLA flora, Casazza et al. (2005) estimated a total number of 3605 taxa, 115
(3.2%) of which were endemic or subendemic (with a small part of their distributional range external to
the study sector) to this biogeographical sector. The authors detected other 78 rare plants with a slightly
broader distribution but not includable in the previous categories. It should be noted that Hieracium and
Taraxacum genera (Asteraceae) were excluded from the analysis due to the difficulty in identifying
such taxa accurately, and to the very different taxonomic treatments adopted in the floristic
contributions to this region. The endemisms vs. total species richness ratio indicated that this area has a
lower proportion of endemic species than other southern European and Mediterranean regions, because
of the high number of total taxa. However, considering the endemic species/area relationship, the MLA
do not deviate excessively from the ratios recorded by other interesting floristic areas of the world
(Casazza et al. 2005). It was also evidenced that most endemisms grow in high stress level
communities, such as screes, cliffs and rocks, at mid and high altitudes and alpine grasslands. In fact,
endemic richness peaks (20.56% of the total) in screes and cliff formations (Casazza et al. 2005).

At least a half of the plants endemic to MLA (53%) grows in the mountain belt and occurs
mainly in rocky habitats (38%) and in alpine grasslands (12%). On the contrary, few endemisms grow
at low elevations (16.68%), mainly in cliffs and rocky grasslands of the maritime belt (13% - Casazza
et al. 2005). The high proportion of endemism growing in rocky habitats (63.57%) may be the result of
the low aboveground competition that it is known to play an important role in the differentiation of
narrow endemic species in the western Mediterranean (Lavergne et al. 2004).

The knowledge about MLA is still ongoing and during the last decade three endemic and one
subendemic new taxa were described: Viola laricicola Marcussen (Marcussen 2003), Moehringia
argenteria Casazza and Minuto (Casazza and Minuto 2008), Gentiana burseri Lapeyr. subsp.
actinocalix Polidori (Polidori 2008), Arundo donaciformis (Loisel.) Hardion, Verlaque, Baumel, Juin
and Vila (Hardion et al. 2012) and Aquilegia ophiolitica Barberis and Nardi (Barberis and Nardi 2011).

THE ORIGIN OF ENDEMISM

Why some species have highly restricted geographic range while closely related species have
widespread distributions is a question that has long fascinated ecologists and evolutionary biologists.
The 1dentification of different types of plant endemism appeared soon in literature after the first use of
this term by De Candolle (De Candolle 1855). Endemic plants were distinguished on the basis of their
age (Engler 1882, Cain 1944, Kruckeberg and Rabinowitz 1985, Wherry 1944): paleo-endemisms are
ancient or relict elements of a given taxonomic group, often systematically isolated from other taxa;
neo-endemisms are more recently evolved and have extant sister taxa. Endemic species were also
classified on the base of their ploidy level (Favarger and Contandriopoulos 1961). Polyploid speciation,
characterised by duplication of whole genome, played a key role in plant evolution (Soltis et al. 2003,
2009, Fawcett and Van de Peer 2010, Parisod et al. 2010, Balao et al. 2011, Jiao et al. 2011, Mayrose et
al. 2011). Recent analyses estimated that all seed plants trace their origins to few polyplodization
events (Jiao et al. 2011) and 15% of speciation events involved polyploidization (Wood et al. 2009),
occurring both between (i.e., allopolyploidization) and within species (i.e., autopolyploidization). In
particular, according to Favarger and Contandriopoulos (1961) patroendemisms are diploid endemisms
which have given rise to more widespread polyploids; apoendemics are polyploid endemisms which
have arisen from widespread diploid or lower polyploid parents; schizoendemics are the result of the
range fragmentation of a widespread ancestral taxon producing endemic taxa with the same
chromosome number in different parts of the original distribution. Later, Raven (1964) and
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Kruckenberg and Rabinowitz (1985) introduced a new endemism category: edaphic endemism. This
category reflects physiological adaptations of plants that allow for colonization, establishment, and
growth in toxic soils or soils with few nutrients.

Despite very few studies were addressed to understand the evolutionary history of MLA
endemisms, it is possible to assign some of them to the categories previously described. The ancient
origin was demonstrated for two endemics sensu stricto to MLA using molecular clock: Saxifraga
florulenta Moretti (Conti and Rutschmann 2004, Szovényi et al. 2009) diversified at the
Tortonian/Messinian boundary (about 7 Ma - Comes, 2004; Conti and Rutschmann 2004) and Silene
cordifolia All. probably differentiated during late Miocene (Sloan et al., 2009). The origin of Berardia
subacaulis Vill., a species endemic to the SW Alps, was dated to the early Oligocene about 33 Ma (95
% confidence interval 28.95-37.92 Ma) (Barres et al. 2013). Furthermore, Moehringia lebrunii Merxm.
was assumed to be a taxonomic relict (Merxmiiller 1965, Martini 1994) on the basis of morphological
features and of its position on an isolated long branch of the phylogenetic tree (Minuto et al. 2006, Fior
and Karis 2007).

Recent studies on Campanula (sect. Heterophylla — Nicoletti et al. 2014), Moehringia (Fior et
al. 2006, Fior and Karis 2007) and Primula (sect. Auricula — Zhang et al. 2004, Casazza et al. 2012)
evidenced that the MLA were source of new species (i.e., neoendemisms) during the Quaternary. The
recent origin of species belonging to Campanula sect. Heterophylla is suggested by the weak
morphological and genetic differentiation among species (Nicoletti et al. 2014). Moehringia has many
species endemic to the Alpine chain and its differentiation probably took place during Last Glacial
Maximum (LGM), as suggested by the weak genetic differentiation among species (Fior et al. 2006).
Another well-studied taxon is Primula sect. Auricula, one of the largest plant group endemic to the
European Alpine System. Range size of P. sect. Auricula species differs tremendously: some species
are widespread, whereas others are limited to narrow areas (Zhang and Kadereit 2004). The section
started to diversify significantly during the last Pliocene while diversification slowed down during
subsequent glacial cycles of the Pleistocene (Boucher et al. 2015). In this Primula section there is
strong evidence for allopatric speciation (Kadereit et al. 2004, Boucher et al. 2015) with little
ecological divergence, suggesting that these groups represent non-adaptive radiations (Boucher et al.
2015). Close related species originated in glacial refugia may have re-colonized unglaciated areas
during the interglacial periods, and they may have come into contact in areas of sympatry (Kadereit et
al. 2011). Four species of the section demonstrate the occurrence of these processes in the MLA: P.
auricula L., P. hirsuta All., P. marginata Curtis and the narrow endemic P. allionii Lois.

Polyploidization within the context of the Pleistocene glacial cycles has been also proposed as
an evolutionary driver to the diversification of Primula sect. Auricula (Casazza et al. 2012). The
hexaploid (2n = 6x = 62, 66) and dodecaploid (2n = 12x = 120-128) populations of P. marginata are an
example of this process. The hexaploids and the dodecaploids occur respectively in the western and
eastern parts of the species range. A recent study suggested an allopolyploid origin of dodecaploid by
hybridization, between the narrow endemic P. allionii and P. marginata, occurred in the Roya Valley,
which was free from ice during the LGM (Casazza et al. 2012). Outcrossing test suggested that
dodecaploids of P. marginata are reproductively isolated from hexaploids (Minuto, personal
communication). The reproductive isolation, together with the lack of morphological and ecological
distinctiveness of the two cytotypes, suggests that dodecaploids might be considered as crypto-species
subendemic to the MLA (Casazza et al. 2012).

The range fragmentation of a widespread ancestral taxon, producing endemic taxa with the
same chromosome number in different parts of the original distributional area, was proposed to explain
the distribution of the alpine endemic taxa belonging to Moehringia sect. Moehringia (Fior and Karis
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2007) and Primula sect. Auricula (Zhang et al. 2004, Boucher et al. 2015). Moehringia section includes
both species endemics to the European Alpine System and widespread species occurring in Northern
Hemisphere. The distribution and the phylogenetic analysis of these species suggest that an explosive
postglacial speciation took place in the Alps after LGM, resulting in a high number of geographically
isolated taxa together with the retention of Tertiary relicts (Fior and Karis 2007). In this context, the
endemic species belonging to this section may be considered as schizoendemisms. Another example of
schizoendemic species is Acis nicaeensis Lledo, A.P.Davis. & M.B.Crespo. The taxon form a
monophyletic group together with Acis valentina (Pau) Lledd, A.P.Davis. & M.B.Crespo, 4. fabrei
(Quézel & Girerd) Lledo, A.P.Davis. & M.B.Crespo and the newly identify A. ionica Bareka, Kamari
& Phitos (Lledo et al. 2004, Bareka et al. 2006). All the species are narrow endemics: Acis valentina
from eastern Spain, A. ionica from western Greece and southern Albania, Acis nicaeensis from the
MLA and 4. fabrei from Vaucluse (Southern France). The first two sister taxa share the chromosome
number 2n=16 and the last two sister taxa share the chromosome number 2n=18. These evidences
suggest that these pairs of taxa originated from fragmentation of the range of a widespread ancestor.

Among the three species of Moehringia endemic to the MLA two occurs on calcareous
substrates while one occurs exclusively on siliceous rocks (Martini 1986, Martini 2003, Casazza and
Minuto 2008). Others edaphic endemisms are Viola bertolonii Pio, Cerastium utriense Barberis and
Aquilegia ophiolitica growing exclusively on ultramaphic rocks in the Voltri groups. Nevertheless, it
was recently suggested that the abundance of C. utriense was not affected by typical chemical
characteristics of serpentine soils, but mainly by physical traits typical of serpentine substrates (Marsili
et al. 2009).

According to Jansson (2003), distributional patterns at global scale of several narrow-ranging
endemic species are caused by variation in the amplitude of climatic change occurring in time-scale of
10-100 thousand years. The smaller the climatic shifts, the more probable it is that paleo-endemics
survive and that diverging gene pools persist without going extinct or merging, favouring the evolution
of neo-endemics. The endemism in MLA is probably the result of a moderately disturbed history
(geological and climatic) dating from the mid-Tertiary period (Quézel 1985, 1995). Due to the
moderate impact of the Quaternary glaciations, especially during the last cold phases (Debrand-Passard
1986), several zones probably acted as refugial areas, where more favourable thermal conditions (cliffs,
formation of nunataks, etc.) favoured the survival of numerous elements of the Tertiary paleoflora
(Médail and Diadema 2009). The several geological, edaphic and climatic discontinuities, as well as
the partial covering of ice sheet, might have favoured the formation of a large plant and animal
diversity, as reported for other Mediterranean sites (Mariotti 1990, Lobo et al. 2001, Stevanovic et al.
2003). However, further studies are still necessary to understand the causes of restricted geographic
range of species endemic to MLA.

THE DISTRIBUTION PATTERNS

The analysis of distribution patterns of the richness in endemic species in the MLA allows the
identification of two different types of areas. The highest endemism richness (number of endemic
taxa/geographic unit) was recorded in the Roya Valley (at the border between Italy and France; Fig. 1)
and in the mountains behind Menton (Casazza et al. 2008). The centres of endemism (measured
considering also the rarity of species in an area) were recorded also in the Finalese and in the upper Var
Valley, where some narrowly endemic species are present (i.e., Campanula isophylla Moretti and
Centaurea jordaniana Gren. & Godr., respectively). Casazza et al. (2008) evidenced that the current
distribution patterns of the endemic taxa reflect the influence of both ecological and historical factors.
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An example is the congruence between the detected areas of endemism (i.e., Finalese and Argentera
massif; Fig. 1) and their specific bedrocks. Conversely, glaciations seem to have had a certain influence
on plant distribution but their effect was weakened by postglacial migrations. The possibility of the
plants to migrate was affected by environmental factors, but also by capability of plants to disperse into
and to recruit available and empty patches as well as by their competitive abilities when spreading into
already occupied areas.

Ecological factors

Some edaphic and environmental adaptations have been recorded among the endemic species of the
MLA. For example, P. marginata prefers high altitude rocky calcareous habitats, abundant
precipitation, low moisture retention at soil level and marked temperature range between winter and
summer seasons (Casazza et al. 2013). Species distribution model describes P. marginata at
equilibrium with the environment, suggesting that any future climate changes might cause limitations
for the survival of the species.

As previously debated, the substrate plays a role in determining the range of other endemic
species. An example is Cerastium utriense endemic to the ophiolitic area near Voltri (Marsili et al.
2009; Fig. 1). Other examples are the species endemic to the Argentera Massif (i.e., Saxifraga
florulenta, Viola argenteria Moraldo & Forneris and Silene cordifolia) whose range roughly
corresponds to the crystalline massif, confirming the strict link between soil and distribution range.

Historical factors

Médail and Diadema (2009) evidenced that the local ‘biogeographical stasis’ of plant species or
populations in Mediterranean Basin is linked to the capacity of the mountain range to provide a wide
array of microhabitats. Under unfavourable conditions, the complex microtopography of the MLA may
have allowed the persistence of plant species in locations with climatic conditions that contrasted with
the average climatic envelope of the region.

Some important survivors of Tertiary flora in the MLA are: Saxifraga florulenta (Conti and
Rutschmann 2004, Szovényi et al. 2009), Silene cordifolia and Berardia subacaulis. During the glacial
cycling of the Quaternary, all these species probably maintained their populations at high altitudes
where the mountains were free from the glacial sheet. In S. florulenta the weak genetic divergence
between genetic groups suggests that their separation took place more recently, and that the species
survived the Pleistocene glaciations in situ (Szovényi et al. 2009). This hypothesis was also recently
supported by species distribution models (Patsiou et al. 2014). A similar genetic pattern was detected in
Silene cordifolia (Casazza et al. unpublished data) and it seems to confirm that this region may have
held multiple micro-refugia during the Pleistocene glaciations.

Similarly, widespread species such as Euphorbia spinosa L. (Zecca et al. 2011), Arabis alpina L.
(Ansell et al. 2008) and Saxifraga callosa Sm. (Grassi et al. 2009) survived glacial age in refugia
within the MLA too. The phylogeographical pattern based on molecular data of Euphorbia spinosa
(Zecca et al. 2011) supports the hypothesis of long-term separation of the north-western (Maritime
Alps, Sardinia, Corsica, North Apennines) and south-eastern (South Apennines and Balkan area)
lineages; together with the estimated divergence time this result suggests the survival of the species
into at least two glacial refugia during the Quaternary glaciations. The existence of these two allopatric
lineages is probably the result of isolation in different glacial refugia, likely due to the LGM cooling
and the complex topography of the Italian peninsula.
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Vicariance events due to the glacial sheet extinction may explain the genetic structure of some
plants endemic to MLA, like Gentiana ligustica R.Vilm. & Chopinet (Diadema et al. 2005, Christe et
al. 2014). Indeed, a molecular study suggested that the genetic structure of G. ligustica is the result of
isolation and genetic drift occurred during glaciation (Diadema et al. 2005). A similar pattern is showed
by Moehringia sedoides (Pers.) Cumino ex Loisel.: in this species, the combination of ecological and
historical factors has probably induced the fragmentation and the reduction in size of populations,
affecting their genetic diversity (Minuto et al. 2006).

The biogeographic interpretation of disjoint occurrences in the northern Apennines recorded in
some species (e.g., Primula marginata and Saxifraga cochlearis Rchb.) might represent a residue of the
ancient extent during the glaciation or the results of long-distance dispersal stochastic events reaching a
narrow suitable area. On the contrary, both the lack of morphological distinctiveness and the genetic
analysis suggest that the disjoint Corsican populations of V. argenteria may have originated by a rare
long-distance dispersal of seed by birds rather than by vicariance due to Corsica-Sardinia microplate
disjunction (15 Ma). Future studies on this matter are still necessary.

CONSERVATION ISSUES

Endemism and rarity are not interchangeable. Species may be endemic to an area and yet occur at
levels of abundance greater than those of other species found here. In accordance with this observation,
47.7% of the endemic and subendemic plants in the MLA have locally abundant populations (Casazza
et al. 2005). Naturally rare species, however, with populations not declining but restricted in size or
range may be vulnerable to large-scale or unpredictable threats despite their current stable status (Mace
et al. 2008). Furthermore, narrow endemic species having geographically restricted distributions have
been considered rare at worldwide level (Ferreira and Boldrini 2011).

In MLA, habitat loss as a result of human impacts was mainly confined to lowland areas (Ortu
et al. 2003). Even if only few endemic species are localized at low altitude, in the rapidly changing
landscape shaped by anthropogenic alterations, it is important to predict species extinction risk as result
of habitat loss and reduced genetic connectivity among populations (Gilpin and Soulé 1986). The term
“extinction vortex” indicates the positive feedback cycle involving small and/or fragmented isolated
populations, generating a loss of genetic diversity (mainly due to inbreeding) and reducing their
adaptability, survival and reproduction (Frankham et al. 2010). In front of the high anthropogenic
pressure, the lowland endemic species need conservation plans based on deeper genetic knowledge. In
particular, this information is critical in determining whether a species requires human-assisted
exchange of individuals to prevent inbreeding and loss of genetic diversity (Frankham et al. 2010).
Currently, a conservation plan based on genetic knowledge is available only for Campanula sabatia De
Not. (Nicoletti et al. 2012). This species is considered vulnerable according to the IUCN criteria due to
the decline of populations induced by the anthropogenic pressure (Marsili et al. 2010). Another lack in
the biodiversity conservation plans concerns the monitoring activities. Most of monitoring activities
carried out until now have been aimed to clarify aspects of the species ecology or populations biology
but unfortunately have not triggered specific and timely conservation activities (see Diadema et al.
2004a, 2004b, 2007, Minuto et al. 2012).

A recent study predicted that 36—-55% of alpine plants species will lose more than 80% of their
suitable habitat by 2070-2100 (Engler et al. 2011). According to these predictions of climate change
models the SW Alps (including MLA) will face a significant decrease (-41%) in summer precipitation
till the end of the 21st century with related impacts on the hydrological cycle and water supply (EEA
2009). Furthermore, species rich areas are more prone to habitat loss. In fact, it has been demonstrated
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that the amount of habitat loss is positively related with the pooled endemic species richness and with
the richness of endemic vascular plants, snails, and beetles (Dirnbdck et al. 2011). The tree line
expansion will disproportionally reduce habitats of high-altitude species and will aggravate extinction
risks under future climate change (Dirnbdck et al. 2011). Most of the endemic species of MLA occur at
high altitude. As a consequence, these species might be mainly prone to the effect of climate change
and they might be useful indicators of climate change effects. However, whether and which species
will be forced upslope in a warmer climate is still debated. In fact, increasing elevation the vegetation
is closer to the ground and therefore the decoupling from atmospheric conditions generally increases
with increasing elevation (Scherrer and Korner 2010). Furthermore, the complex microtopography of
the MLA might decouple climatic conditions in plant species locations from climatic conditions at
coarse scale, as supposed during past unfavourable periods (Patsiou et al. 2014).

Plant phenology and plant-insect interactions may also change as a result of climate changes
and human activities. Climate change may lead not only to warmer temperatures but also to increased
snowpack at high elevations. Snowpack may affect flowering time driving rearrangement in plant
communities (Inouye et al. 2002, Keller & K&rner 2003). Furthermore, climate changes have the
potentiality to act in concert with existing environmental alterations negatively affecting plant-
pollinator networks (Phillips et al. 2010). As observed by Minuto et al. (2013) in Primula allionii, even
if currently there is no evidence of imminent threats, changes in plant—pollinator interactions due to
climate change might increase inbreeding, resulting in an increased extinction risk. For these reasons,
future study on reproductive biology and plant-insect interaction in endemic species located at high
altitude might give useful information to assess their conservation status.

The two main threats recorded in MLA are urbanization and land use change (Noble &
Diadema 2011). In particular, urbanization affects mainly the coastal areas and it is probably the
greatest threat for endemic species (Noble & Diadema 2011). Unfortunately, the lack of comprehensive
integration of ecological, biological and demographic data for the majority of MLA endemisms
prevents our capability to perform an actual assessment of conservation status of species. This
information is available only for few species mainly threatened by urbanization and landscape
fragmentation existing in the coastal areas, as Acis nicaeensis (Diadema et al. 2004a).

CONCLUSION

Centres of endemism represent areas of special evolutionary history (Jetz et al. 2004) and have
important conservation implications (Mittermeier et al. 2005). The MLA may be considered a hotspot
of biogeographic and evolutionary research and they provide excellent settings where to explore
mechanisms of evolutionary diversification, since these processes remain poorly understood. Given the
various diversification mechanisms hypothesised for MLA, the time is now overdue for applying
explicit hypothesis testing to this system, using novel approaches. These approaches offer the
opportunity to address some gaps in the study of endemism in this area:

a) The temporal component of the diversification mechanisms. Did diversifications occur
mainly during Quaternary glaciation?

b) The role of glaciation. Because of the mild impact of Quaternary glaciation, how have it
affected the diversification and the pattern of genetic diversity of species?

¢) Modes of speciation. Because of the few studies addressed to understand the mechanism of
speciation in this area. Is vicariant speciation the main mechanism of speciation in the MLA as
supposed for many endemisms?
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In the same time, it is also necessary to better study the causal factors of rarity and narrow range
as well as the functional role of endemic species within ecosystems in order to understand if they
possess unique traits that might have disproportionate ecosystem-level effects if they went extinct
(Mouillot et al. 2013).

Developing effective conservation strategies should rely on improved understanding of the
nature of the threat to species, and how it interacts with their ability to confront stress. The rich history
of ecological and evolutionary studies, together with relevant climate data and with appropriate
evolutionary and ecological theory and modelling, has the potential to transform the way we assess
vulnerability of species. More appropriate conservation actions will result from taking into account all
these previous aspects.

REFERENCES

Ansell, S.W., Grundmann, M., Russell, S.J., Schneider, H. & Vogel, J.C. (2008) Genetic discontinuity,
breeding-system change and population history of Arabis alpina in the Italian Peninsula and
adjacent Alps. Molecular Ecology, 17, 2245-2257. DOI:10.1111/;.1365-294X.2008.03739.x

Bacchetta, G., Fenu, G., Guarino, R., Mandis, G., Mattana, E., Nieddu G. & Scudu C. (2013) Floristic
traits and biogeographic characterization of the Gennargentu massif (Sardinia). Candollea, 68:
209-220. DOI:10.15553/c2012v682a4

Balao, F., Herrera, J. & Talavera, S. (2011) Phenotypic consequences of polyploidy and genome size at
the microevolutionary scale: a multivariate morphological approach. New Phytologist, 192,
256-65. DOI:10.1111/j.1469-8137.2011.03787.x

Barberis, G. & Nardi, E. (2011) De Aquilegiae L. specie nova in Appennino Ligustico crescente.
Webbia, 66, 233-234. DOI:10.1080/00837792.2011.10670898

Bareka, P., Kamari, G. & Phitos, D. (2006) Acis ionica (Amaryllidaceae), a new species from the
Ionian area (W Greece, S Albania). Willdenowia, 36, 357-366. DOI1:10.3372/w1.36.36131

Bertotti, G., Mosca, P., Juez, J., Polino, R. & Dunai, T. (2006) Oligocene to present kilometres scale
subsidence and exhumation of the Ligurian Alps and the Tertiary Piedmont Basin (NW Italy)
revealed by apatite (U-Th)/He thermochronology: correlation with regional tectonics. Terra
Nova, 18, 18-25. DOI:10.1111/5.1365-3121.2005.00655.x

Blondel, J. & Médail, F. (2009) Biodiversity and conservation. In: The physical geography of the
Mediterranean (ed. by J.C. Woodward), pp. 615-650. Oxford University Press, Oxford.

Bogdanoff, S., Michard, A., Mansour, M. & Poupeau, G. (2000) Apatite fission track analysis in the
Argentera massif: evidence of contrasting denudation rates in the External Crystalline massifs
of the Western Alps. Terra Nova, 12, 117-125. DOI:10.1046/7.1365-3121.2000.123281.x

Boucher, F.C., Zimmermann, N.E. & Conti, E. (2015) Allopatric speciation with little niche divergence
1s common among Alpine Primulaceae. Journal of Biogeography, 43, 591-602.
DOI:10.1111/jbi.12652.

Brunetti, M., Maugeri, M., Monti, F. & Nanni, T. (2006) Temperature and precipitation variability in
Italy in the last two centuries from homogenized instrumental time series. International Journal
of Climatology, 26, 345-381. DOI:10.1002/joc.1251

Cain, S.A. (1944) Foundations of plant geography. Harper, New Y ork.

Casazza et al., 2016 Biogeographia 31: 73-88 81



Casazza G. & Minuto L. (2008) Moehringia argenteria (Caryophyllaceae) a new species in the
Maritime Alps (Italy). Candollea, 63, 261-267.

Casazza, G., Barberis, G. & Minuto, L. (2005) Ecological characteristics and rarity of endemic plants
of the Italian Maritime Alps. Biological Conservation, 123, 361-371.
DOI:10.1016/j.biocon.2004.12.005

Casazza, G., Granato, L., Minuto, L. & Conti, E. (2012) Polyploid evolution and Pleistocene glacial
cycles: A case study from the alpine primrose Primula marginata (Primulaceae). BMC
Evolutionary Biology, 12, 56. DOI:10.1186/1471-2148-12-56

Casazza, G., Grassi, F., Zecca, G., Mariotti, M.G., Guerrina, M. & Minuto, L. (2013a) Phylogeography
of Primula allionii (Primulaceae, a narrow endemic of the Maritime Alps. Botanical Journal of
the Linnean Society, 173, 637-653. DOI:10.1111/b0j.12110

Casazza, G., Marsili, S., Granato, L., Conti, E., Noble, V., Selvaggi, A. & Minuto, L. (2013b)
Distribution range and ecological niche of Primula marginata Curtis (Primulaceae). Plant
Biosystems, 147, 593—-600. DOI:10.1080/11263504.2012.760495

Casazza, G., Zappa, E., Mariotti, M.G., Médail, F. & Minuto, L. (2008) Ecological and historical
factors affecting distribution pattern and richness of endemic plant species: the case of the
Maritime and Ligurian Alps hotspot. Diversity and Distributions, 14, 47-58.
DOI:10.1111/j.1472-4642.2007.00412.x

Christe, C., Caetano, S., Aeschimann, D., Kropf, M., Diadema, K. & Naciri, Y. (2014) The
intraspecific genetic variability of siliceous and calcareous Gentiana species is shaped by
contrasting demographic and re-colonization. Molecular Phylogenetics and Evolution, 7, 323—
336. DOI:10.1016/j.ympev.2013.09.022

Comes, H.P. & Kadereit, J.W. (2003) Spatial and temporal patterns in the evolution of the flora of the
European Alpine System. Taxon, 52, 451-462. DOI:10.2307/3647445

Conti, E. & Rutschmann, F. (2004) Is the rare Saxifraga florulenta Moretti a Tertiary relictual species?
Evidence from molecular dating analyses. Abstract volume of the Botany 2004 Congress
(Annual meeting of ABLS, AFS, ASPT and BSA), Snowbird, Utah, USA. Poster Abstract
ID172.

De Candolle, A. (1855) Geographie botanique raisonnée. Masson, Paris.

Debrand-Passard, S. (1986) Synthése Géologique du Sud-est de la France. Vol. 2, Atlas. Mémoires du
Bureau de Recherches Géologiques et Minéres, 126, Paris.

Diadema, K., Médail, F., Affre, L., Castagné, H. & Torre F. (2004a) Ecology and demography of two
endangered narrow endemic plants (Leucojum, Amaryllidaceae) in southern France. In:
Arianoutsou M. & Papanastasis V.P. (eds.). Ecology, Conservation and Management of
Mediterranean climate ecosystems. Millpress Science Publishers, Rotterdam, pp 1-9.

Diadema, K., Médail, F., Affre, L., Castagné, H., Torre F. & Bretagnole, F. (2004b) Importance of
microhabitat types for a global conservation planning of two endangered Mediterranean
snowflakes (Leucojum = Acis, Amaryllidaceae). Planta Europa, 4th European Conference on the
Conservation of Wild Plants. Valencia (Espagne).

Diadema, K., Bretagnolle, F., Affre, L., Yuan, Y.M. & M¢édalil, F. (2005) Geographic structure of
molecular variation of Gentiana ligustica (Gentianaceae) in the Maritime and Ligurian regional
hotspot, inferred from ITS sequences. Taxon, 54, 887-894. DOI:10.2307/25065475

82 Biogeographia 31: 73-88 Casazza et al., 2016



Diadema, K., Médail, F., Castagné, H., Affre, L., Roux, J-P. & Bretagnole, F. (2007) Ecologie,
distribution et morphologie comparées des nivéoles de Nice (Acis nicaeensis) et de Fabre (Acis
fabrei), Alliaceae endémiques des Alpes maritimes et de la Nesque (Vaucluse). Acta Botanica
Gallica, 154, 619-634. DOI:10.1080/12538078.2007.10516083

Dirnbock, T., Essl, F. & Rabitsch, W. (2011) Disproportional risk for habitat loss of high—altitude
endemic species under climate change. Global Change Biology, 17, 990-996.
DOI:10.1111/j.1365-2486.2010.02266.x

Ehlers, J. & Gibbard, P.L. (2004) Quaternary glaciations — extent and chronology, part I: Europe.
Developments in Quaternary Science, 2. Elsevier, Amsterdam.

Engler, A. 1882. Versuch einer Entwicklungsgeschichte der Pflanzenwelt. Engelmann, Leipzig.

Engler, R., Randin, C.F., Thuiller, W., et al. (2011) 21st century climate change threatens mountain
flora unequally across Europe. Global Change Biology, 17, 2330-2341. DOI:10.1111/.1365-
2486.2010.02393.x

European Environment Agency (EEA) (2006) The changing faces of Europe's coastal areas. EEA
Report No 6/2006. www.eea.europa.eu/publications/eea_report 2006 6.

European Environment Agency (EEA) (2009) Regional climate change and adaptation: The Alps
facing the challenge of changing water resources. EEA Report No 8/2009, Copenhagen.

European Environment Agency (EEA) (2010) EU 2010 biodiversity baseline. EEA Technical report
No 12/2010.

Fawcett, J.A. & Van de Peer, Y. (2010) Angiosperm polyploids and their road to evolutionary success.
Trends in Evolutionary Biology, 1, €3. DOI:10.4081/eb.2010.e3

Federici, P.R. & Spagnolo, M. (2004) Morphometric analysis on the size, shape and areal distribution
of glacial cirques in the Maritime Alps (Western French—Italian Alps). Geography Annals, 86,
235-248. DOI:10.1111/5.0435-3676.2004.00228.x

Ferreira, P.M.A. & Boldrini, I.I. (2011) Potential reflection of distinct ecological units in plant
endemism categories. Conservation Biology, 25, 672—679. DOI:10.1111/7.0435-
3676.2004.00228.x

Fior, S. & Karis, P.O. (2007) Phylogeny, evolution and systematics of Moehringia (Caryophyllaceae)
as inferred from molecular and morphological data: a case of homology reassessment.
Cladistics, 23, 362-372. DOI:10.1111/j.1096-0031.2007.00150.x

Fior, S., Karis, P.O., Casazza, G., Minuto, L. & Sala, F. (2006) Molecular phylogeny of the
Caryophyllaceae (Caryophyllales) inferred from chloroplast matK and nuclear rDNA ITS
sequences. American Journal of Botany, 93, 399-411. DOI:10.3732/ajb.93.3.399

Frankham R., Ballou J.D. & Briscoe D.A. (2010) Introduction to conservation genetics. Cambridge
University Press, Cambridge.

Garnier, S., Alibert, P., Audiot, P., Prieur, B. & Rasplus, J.—Y. (2004) Isolation by distance and sharp
discontinuities in gene frequencies: implications for the phylogeography of an alpine insect
species, Carabus solieri. Molecular Ecology ,13, 1883—-1897. DOI:10.1111/;5.1365-
294X.2004.02212.x

Casazza et al., 2016 Biogeographia 31: 73-88 83



Gilpin, M.E. & Soulé, M.E. (1986) Minimum viable populations: process of species extinctions. In:
Conservation biology: the science of scarcity and diversity (ed. by Soul¢, M.E.), pp 19-34.
Sinauer, Sunderland, Massachusetts.

Gottlieb, LD. (1979) The origin of phenotype in a recently evolved species. In: Topics in plant
population biology (ed. by O.T. Solbrig, S. Jain, G. B. Johnson, and P. H. Raven), pp 264-286.
Columbia University Press, New York.

Grassi, F., Labra, M., Minuto, L., Casazz,a G. & Sala, F. (2006) Natural hybridization in Saxifraga
callosa Sm.. Plant Biology, 8, 243-252. DOI:10.1055/s-2005-873047

Grassi, F., Minuto, L., Casazza, G., Labra, M., Sala, F. (2009) Haplotype richness in refugial area:
phylogeographical structure of Saxifraga callosa. Journal of Plant Research, 122, 377-387.
DOI:10.1007/s10265-009-0230-z

Greuter, W. (1991) Botanical diversity, endemism, rarity and extinction in the Mediterranean area: an
analysis based on the published volumes of Med—Checklist. Botanika Chronika, 10, 63—79.

Hardion, L., Vérlaque, R., Baumel, A., Juin, M. & Vila, B. (2012) Revised systematics of
Mediterranean Arundo (Poaceae) based on AFLP fingerprints and morphology. Taxon, 61,
1217-1226.

Hermant, M., Prinzing, A., Vernon, P., Convey, P. & Hennion, F. (2013) Endemic species have highly
integrated phenotypes, environmental distributions and phenotype—environment relationships.
Journal of Biogeography, 40, 1583—-1594. DOI:10.1111/;b1.12095

Inouye, D.W., Morales, M.A. & Dodge, G.J. (2002) Variation in timing and abundance of flowering by
Delphinium barbeyi Huth (Ranunculaceae): the roles of snowpack, frost, and La Nifia, in the
context of climate change. Oecologia, 130, 543—-550. DOI:10.1007/s00442-001-0835-y

Jansson, R. (2003) Global patterns in endemism explained by past climatic change. Proceedings of the
Royal Society of London. Series B, 270, 583—-590. DOI:10.1098/rspb.2002.2283

Jetz, W., Rahbek, C. & Colwell, R.K. (2004) The coincidence of rarity and richness and the potential
signature of history in centres of endemism. Ecology Letters, 7, 1180—1191.
DOI:10.1111/j.1461-0248.2004.00678.x

Jiao, Y., Wickett, N.J., Ayyampalayam, S., et al. (2011) Ancestral polyploidy in seed plants and
angiosperms. Nature, 473, 97-100. DOI:10.1038/nature09916

Kadereit, J.W., Goldner, H., Holstein, N., Schorr, G. & Zhang, L-B. (2011) The stability of Quaternary
speciation: a case study in Primula sect. Auricula. Alpine Botany, 121, 23-35.
DOI:10.1007/s00035-010-0084-y

Kadereit, J.W., Griebeler, E.M. & Comes, H.P. (2004) Quaternary diversification in European alpine
plants—pattern and process. Philosophical Transactions of the Royal Society B-Biological
Sciences, 359, 265-274. DOI1:10.1098/rstb.2003.1389

Keller, F. & Korner, C. (2003) The role of photoperiodism in alpine plant development. Arctic,
Antarctic, and Alpine Research, 35, 361-368. DOI:10.1657/1523-
0430(2003)035[0361:TROPIA]2.0.CO;2

Kruckenberg, A.R. & Rabinowitz, D. (1985) Biological aspects of endemism in higher plants. Annual
Review of Ecology and Systematics, 16, 447-479. DOI:10.1146/annurev.es.16.110185.002311

84 Biogeographia 31: 73-88 Casazza et al., 2016



Lavergne, S., Thompson, J.D., Garnier, E. & Debussche, M. (2004) The biology and ecology of narrow
endemic and widespread plants: a comparative study of trait variation in 20 congeneric pairs.
Oikos, 107, 505-518. DOIL:DOI:10.1111/j.0030-1299.2004.13423.x

Lled6, M.D., Davis, A.P., Crespo, M.B., Chase, M.W. & Fay, M.F. (2004) Phylogenetic analysis of
Leucojum and Galanthus (Amaryllidaceae) based on plastid matK and nuclear ribosomal spacer
(ITS) DNA sequences and morphology. Plant Systematics and Evolution, 246, 223-243.
DOI:10.1007/s00606-004-0152-0

Lobo, J.M., Castro, I. & Moreno, J.C. (2001) Spatial and environmental determinants of vascular plant
species richness distribution in the Iberian Peninsula and Balearic Islands. Biological Journal of
the Linnean Society, 73, 233-253. DOI:10.1006/bij1.2001.0543

Mace, G.M., Collar, N.J., Gaston, K.J., Hilton—Taylor, C., Ak¢akaya, H.R., Leader—Williams, N.,
Milner—Gulland, E.J. & Stuart, S.N. (2008) Quantification of extinction risk: [IUCN’s system for
classifying threatened species. Conservation Biology, 22, 1424-1442. DOI:10.1111/5.1523-
1739.2008.01044.x

Malaroda, R. (2000) Neotettonica e glacialismo nella parte meridionale dell’alta Val Vésubie (Alpes
Maritimes, Francia). Atti della Accademia Nazionale Dei Lincei, Rendiconti, Classe di Scienze
Fisiche, Matematiche e Naturali, 9, 143—150.

Marcussen, T. (2003) A new violet species (Violaceae) from the south—west Alps. Botanical Journal of
the Linnean Society, 142, 119—-123. DOI:10.1046/j.1095-8339.2003.00160.x

Mariotti, MG. (1990) Floristic connection between the Sardo—Corsican dominion and the Ligurian
area. Atti Convegni Accademia Nazionale dei Lincei, 85, 429-448.

Marsili, S., Barberis, G., Mariotti, M.G., Casazza, G. & Minuto, L. (2010) Schede per una Lista Rossa
della Flora vascolare e crittogamica Italiana. Campanula sabatia De Not. Informatore Botanico
Italiano, 42, 556-557.

Marsili, S., Roccotiello, E., Rellini, I., Giordani, P., Barberis, G. & Mariotti, M.G. (2009) Ecological
studies on the serpentine endemic plant Cerastium utriense Barberis. Northeastern Naturalist,
16, 405-421. DOI:10.1656/045.016.0529

Martini, E. (1982) Lineamenti geobotanici delle Alpi Liguri Marittime: endemismi e fitocenosi. Lavori
della Societa Italiana di Biogeografia, 9, 51-134.

Martini, E. (1986) Correlazioni tra natura del substrato ed endemismi vegetali nelle Alpi Liguri e
Marittime. Atti del convegno Internazionale sul carso di alta montagna. Imperia, 30 aprile-4
maggio 1982, 2, 345-359.

Martini, E. (1994) Ricerche geobotaniche su Moehringia lebrunii Merxm. e Primula allionii Loisel.
Endemismi ristretti delle Alpi Marittime. Revue Valddtaine D’histoire Naturelle, 48, 229-236.

Martini, E. (2003) Correlazioni tra substrato carsico, flora e vegetazione nelle Alpi Liguri. Convegno
Nazionale L'ambiente Carsico e 1'Uomo. Grotte di Bossea (Frabosa soprana).

Mayrose, 1., Zhan, S.H., Rothfels, C.J., Magnuson—Ford, K., Barker, M.S., Rieseberg, L.H. & Otto,
S.P. (2011) Recently—formed polyploid plants diversify at lower rates. Science, 333, 1257.
DOI:10.1126/science.1207205

Meédail, F. & Myers, N. (2004) Mediterranean Basin. In: Hotspots revisited: Earth's biologically richest
and most endangered terrestrial ecoregions (ed. by R.A. Mittermeier, G.P. Robles, M.
Hoffmann, J. Pilgrim, T. Brooks, C.G. Mittermeier, J. Lamoreux, G.A.B. da Fonseca), pp. 144—

Casazza et al., 2016 Biogeographia 31: 73-88 85



147. CEMEX (Monterrey), Conservation International (Washington) and Agrupacion Sierra
Madre (Mexico).

Médail, F. & Quézel, P. (1997) Hotspots analysis for conservation of plant biodiversity in the
Mediterranean Basin. Annals of the Missouri Botanical Garden, 84, 112—-127.
DOI:10.2307/2399957

Meédail, F. & Vérlaque, R. (1997) Ecological characteristics and rarity of endemic plants from southeast
France and Corsica: implications for biodiversity conservation. Biological Conservation, 80,
269-281. DOI:10.1016/S0006-3207(96)00055-9

Médail, F., Diadema, K. (2009) Glacial refugia influence plant diversity patterns in the Mediterranean
Basin. Journal of Biogeography, 36, 1333—1345. DOI:10.1111/5.1365-2699.2008.02051.x

Merxmiiller, H. (1965) Moehringia lebrunii, une nouvelle espece connue depuis longtemps. Le Monde
Des Plantes, 347, 4-7.

Minuto, L., Grassi, F. & Casazza, G. (2006) Ecogeographic and genetic evaluation of endemic species
in the Maritime Alps: the case of Moehringia lebrunii and M. sedoides (Caryophyllaceae). Plant
Biosystems, 140, 146—155. DOI:10.1080/11263500600756348

Minuto, L., Guerrina, M., Roccotiello, E. & Casazza, G. (2012). Reproductive efficiency of Primula
allionii: 1s this endemic plant really threatened? Bollettino dei Musei e degli Istituti Biologici
dell’Universita di Genova, 74, 87-106

Minuto, L., Guerrina, M., Roccotiello, E. & Casazza, G. (2012) Demographic structure and
reproductive success of Primula allionii, a plant endemic to Maritime Alps. Bollettino dei
Musei e degli Istituti Biologici dell’Universita di Genova, 74, 38—54

Minuto, L., Guerrina, M., Roccotiello, E., Roccatagliata, N., Mariotti, M.G. & Casazza, G (2014)
Pollination ecology in the narrow endemic winter—flowering Primula allionii (Primulaceae).
Journal of Plant Research, 127, 141-150. DOI:10.1007/s10265-013-0588-9

Mittermeier, R.A., Gil, P.R., Hoffman, M., Pilgrim, J., Brooks, T., Mittermeier, C.G., Lamoreux, J. &
da Fonseca, G.A.B. (2005) Hotspots revisited: Earth’s biologically richest and most endangered
ecoregions. Conservation International (CI), Washington, DC.

Mouillot, D., Bellwood, D.R., Baraloto, C., et al. (2013) Rare species support vulnerable functions in
high—diversity ecosystems. Plos Biology, 11, €1001569. DOI:10.1371/journal.pbio.1001569

Nicoletti, F., Barberis, G., Casazza, G., De Benedetti, L., De Maria, G. & Minuto, L. (2014) Species
distinction within Campanula sect. Heterophylla in the SW Alps: molecular, morphological and
chemotaxonomic evidences. Plant Biosystems, 148, 1138—-1147.
DOI:10.1080/11263504.2014.980352

Nicoletti, F., De Benedetti, L., Aird, M., Ruffoni, B., Mercuri, A., Minuto, L. & Casazza, G. (2012)
Spatial genetic structure of Campanula sabatia, a threatened narrow endemic species of the
Mediterranean Basin. Folia Geobotanica, 47, 249-262. DOI:10.1007/s12224-012-9127-z

Nieto Feliner, G (2014) Patterns and processes in plant phylogeography in the Mediterranean Basin. A
review. Perspectives in Plant Ecology, Evolution and Systematics, 16, 265-278.
DOI:10.1016/j.ppees.2014.07.002

Noble, V. & Diadema, K. (2011). La flore des Alpes-Maritimes et de la Principauté de Monaco.
Originalité et diversité. Naturalia Publications, 501 pp.

86 Biogeographia 31: 73-88 Casazza et al., 2016



Ortu, E., David, F. & Caramiello, R. (2003) Rdle de I’homme dans I’histoire de la végétation de la
vallée Ellero (Alpes maritimes, Italie). Comptes Rendues Biologies, 326, 631-637.

Parisod, C., Holderegger, R. & Brochmann, C. (2010) Evolutionary consequences of autopolyploidy.
New Phytologist, 186, 5-17. DOI:10.1111/j.1469-8137.2009.03142.x

Patsiou, T., Conti, E., Zimmermann, N.E., Theodoridis, S. & Randin, C. (2014) Topo—climatic
microrefugia explain the persistence of a rare endemic plant in the Alps during the last 21
millennia. Global Change Biology, 20, 2286-2300. DOI:10.1111/gcb.12515

Pawlowski, B. (1970) Remarques sur I’endémisme dans la flore des Alpes et des Carpates. Vegetatio,
21, 181-243.

Phillips, R.D., Hopper, S.D. & Dixon, K.W. (2010) Pollination ecology and the possible impacts of
environmental change in the Southwest Australian Biodiversity Hotspot. Philosophical
Transactions of the Royal Society B—Biological Sciences, 365, 517-528.
DOI:10.1098/rstb.2009.0238

Polidori, J.-L. (2008) Une nouvelle sous—espece de Gentiana burseri Lapeyrouse, dans les Alpes
Maritimes et Ligures (France et Italie). Biocosme Mésogéen, 25, 3.

Ponel, P., Andrieu—Ponel, V., Parchoux, F., Juhasz, I. & Beaulieu de, J.-L. (2001) Late—glacial and
Holocene high—altitude environmental changes in Vallée des Merveilles (Alpes—Maritimes,
France): insect evidence. Journal of Quaternary Science, 16, 795-812. DOI:10.1002/jgs.634

Quézel, P. (1985) Definition of the Mediterranean region and the origin of its flora. In: Plant
Conservation in the Mediterranean Area, Geobotany, 7 (ed. by C.Gomez—Campo), pp. 9-24. Dr
W. Junk Publisher, Dordrecht.

Quézel, P. (1995) La flore du bassin méditerranéen: origine, mise en place, endémisme. Ecologia
Mediterranea, 20, 19-39.

Raven, P. (1964) Catastrophic selection and edaphic endemism. Evolution, 18, 336-338.
DOI:10.2307/2406409

Regione Piemonte (2001) Precipitazioni e temperature dal 1990 al 1999. Collana studi Climatologici in
Piemonte. Ed. by Direzione Servizi Tecnici di Prevenzione, Settore Meteoidrografico e reti di
monitoraggio, Turin, Italy.

Remington, C.L. (1968) Suture—zones of hybrid interaction between recently joined biota. Evolutionary
Biology, 2, 321-428.

Rivas—Martinez, S., Penas, A. & Diaz, T.E. (2004) Bioclimatic map of Europe, thermoclimatic belts.
Cartographic Service. University of Leon, Spain.

Rosenbaum, G. & Lister, G.S. (2005) The Western Alps from the Jurassic to Oligocene: spatio—
temporal constraints and evolutionary reconstructions. Earth—Science Reviews 69, 281-306.
DOI:10.1016/j.earscirev.2004.10.001

Scherrer, D. & Korner, C. (2010) Infra-red thermometry of alpine landscapes challenges climatic
warming projections. Global Change Biology,16, 2602-2613. DOI:10.1111/5.1365-
2486.2009.02122.x

Schonswetter, P., Stehlik, I., Holderegger, R. & Tribsch, A. (2005) Molecular evidence for glacial
refugia of mountain plants in the European Alps. Molecular Ecology, 14, 3547-3555.
DOIL:DOI:10.1111/.1365-294X.2005.02683.x

Casazza et al., 2016 Biogeographia 31: 73-88 87



Soltis, D.E., Albert, V.A., Leebens—Mack, J., Bell, C.D., Paterson, A., Zheng, C., Sankoff, D., Kerr
Wall, P. & Soltis, P.S. (2009) Polyploidy and angiosperm diversification. American Journal of
Botany, 96, 336-348. DOI:10.3732/ajb.0800079

Soltis, D.E., Soltis, P.S. & Tate, J.A. (2003) Advances in the study of polyploidy since Plant speciation.
New Phytologist, 161, 173—191. DOI:10.1046/j.1469-8137.2003.00948.x

Sciandrello, S., Guarino, R., Minissale P. &. Spampinato G. (2015) The endemic vascular flora of
Peloritani Mountains (NE Sicily): Plant functional traits and phytogeographical relationships in
the most isolated and fragmentary micro—plate of the Alpine orogeny. Plant Biosystems, 149,
838-854. DOI:10.1080/11263504.2014.908978

Stevanovi¢, V., Tan, K. & latrou, G. (2003) Distribution of the endemic Balkan flora on serpentine I. —
obligate serpentine endemics. Plant Systematic and Evolution, 242, 149-170.
DOI:10.1007/s00606-003-0044-8

Szovényi, P., Arroyo, K., Guggisberg, A. & Conti, E. (2009) Effects of Pleistocene glaciations and life
history on the genetic diversity of Saxifraga florulenta (Saxifragaceae), a rare endemic of the
Maritime Alps. Taxon, 58, 532-543.

Wherry, E.T. (1944) A classification of endemic plants. Ecology, 25, 247-248. DOI1:10.2307/1930697

Wood, T.E., Takebayashi, N., Barker, M.S., Mayrose, 1., Greenspoon, P.B. & Rieseberg, L.H. (2009)
The frequency of polyploid speciation in vascular plants. Proceedings of the National Academy
of Sciences of the United States of America, 106, 13875-13879.
DOI:10.1073/pnas.0811575106

Zecca, G., Casazza, G., Minuto, L., Labra, M. & Grassi, F. (2011) Allopatric divergence and secondary
contacts in Euphorbia spinosa L.: influence of climatic changes on the split of the species.
Organism Diversity and Evolution, 11, 357-372. DOI:10.1007/s13127-011-0063-1

Zhang, L.B. & Kadereit, J.W. (2004) Classification of Primula sect. Auricula (Primulaceae) based on
two molecular data sets (ITS, AFLPs), morphology and geographical distribution. Botanical
Journal of Linnean Society, 146, 1-26. DOI:10.1111/j.1095-8339.2004.00301.x

Zhang, L-B., Comes, H.P. & Kadereit, J.W. (2004) The temporal course of quaternary diversification
in the european high mountain endemic Primula sect. Auricula (Primulaceae). International
Journal of Plant Sciences, 165, 191-207. DOI:10.1086/380747

Submitted: 27 December 2015
First decision: 24 April 2016
Accepted: 7 September 2016

Edited by Alessandro Chiarucci

88 Biogeographia 31: 73-88 Casazza et al., 2016





