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For palaeontologists, the challenge is to reconstruct biodiversity patterns of the past. Mammal richness in grids
is used to assess the stability of biodiversity hotspots and document changes over time in Europe for Mammal
Neogene units 3 to 11 (19.5 to 7.6 Ma), early to late Miocene. The maps clearly show the patchiness of the fossil
record. As the Miocene was an eventful epoch with severe environmental changes, Europe slowly became drier,
andmore seasonal, both in temperature and precipitation. From the early to middleMiocene an area of high bio-
diversitymoved fromhigher to lower latitudes, culminating in oneof themost remarkable hotspots in the history
of mammals: the early late Miocene (Vallesian mammal stage) faunas from the Vallès-Penedès (Catalonia,
Spain). Remarkably, the surrounding areas did not exhibit similar richness. During the subsequent Vallesian turn-
over event (~9.7 Ma), the large and small mammal distribution became more equitable and the hotspots less
prominent. The richest area was found in the periphery of the humid Miocene ecosystem, which experienced
species influx from the drier south. The southward shift was a result of the expansion of the humid area with
subsequent closed environments and related mixing of ecosystems, coming to a halt in the late Miocene, when
all of Europe became equally open.

© 2015 The Authors. Published by Elsevier B.V. This is an open access article under the CC BY-NC-ND license
(http://creativecommons.org/licenses/by-nc-nd/4.0/).
1. Introduction

Biodiversity is not equally distributed in time and space.While some
areas contain only a few species, others have a remarkably high number
of taxa. The latter are called biodiversity hotspots. These hotspots, how-
ever, are not stable (Renema et al., 2008). As the Earth and its climate
change, so does the distribution of flora and fauna.

Relating to the current biodiversity crisis (IPCC, 2007; Dirzo et al.,
2014), a major goal for many palaeontologists is reconstructing past di-
versity. Enormous quantities of information about fossil animals and
their environments are stored in numerous databases. The challenge is
to recognize non-random patterns in these data. Biologists focus on
areas with high species diversity, or high richness, and view these
hotspots as the prominent places for nature conservation. Historical
data can show how hotspots came to be and, more importantly in
these days of crisis, how they came to their demise. To study these
areas of high richness, they first have to be identified, followed by the
reconstruction of dispersal patterns by tracking their movements. For
a better understanding of the link between climatological and distribu-
tional changes in theMiocene, insight into the processes behind hotspot
r, Room C01.10, P.O. Box 9517,
; fax: +31 71 568 76 66.
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formation and termination is needed. In this paper, mammal diversity
(genus richness) of the European Miocene is reconstructed.

TheMiocene (23.0 to 5.3Ma)was a turbulent time,marked bymajor
faunal turnovers and climate changes. During this epoch, land masses
assumed their present configuration and modern mammal groups
were established. The first hyenas, bears and dogs arose, and primitive
antelope, deer and giraffe appeared in Eurasia, together with the first
modern horses and higher primates (Behrensmeyer et al., 1992). Tem-
peratures were high during theMid-Miocene Climatic Optimum,with a
lower limit of the mean annual temperature (MAT) of 17.4 °C (Zachos
et al., 2001; Böhme, 2003; Mosbrugger et al., 2005; Sun and Zhang,
2008; Merceron et al., 2012), followed by the Mid-Miocene Cooling,
characterized by a dramatic drop in the MAT of probably more than
7 °C to temperatures around 15 °C. This drop can be attributed predom-
inantly to a decrease of more than 11 °C of theminimum cold months's
temperature (Van der Meulen and Daams, 1992; Zachos et al., 2001;
Böhme, 2003; Shevenell et al., 2004; Lewis et al., 2008).

Europe was also affected by major tectonic events, such as the uplift
of the Alps and other mountain ranges. The uplift of the Tibetan Plateau
changed atmospheric circulation,which caused increased seasonality in
Eurasia in the later parts of the epoch (Agustí et al., 1997; Broccoli
and Manabe, 1997; Van Dam, 2006; Jiménez-Moreno et al., 2010).
The closure of the Tethys Ocean in the east, at the end of the early
Miocene, provided a migration route to and from Africa, the so-called
the CC BY-NC-ND license (http://creativecommons.org/licenses/by-nc-nd/4.0/).
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Gomphotherium landbridge (Rögl, 1999; Harzhauser et al., 2007a). The
palaeogeography of Europe continued to change, particularly as a result
of the developments in the Paratethys (Rögl, 1999; Popov et al., 2006;
Harzhauser andPiller, 2007; Harzhauser et al., 2007b). The last dramatic
change in the Miocene map of Europe came at the Messinian (7.2 to
5.3 Ma), as most of the Mediterranean Basin disappeared during the
salinity crisis (Rögl, 1999; Agustí et al., 2006; Popov et al., 2006; Van
der Made et al., 2006; Krijgsman et al., 2010).

Due to changing palaeogeography, Europe experienced, besides
the faunal exchange with Africa (e.g., Proboscidea), also exchange
with both Asia (including Cricetodontinae, Murinae and Cricetinae)
and North America (e.g., Anchitherium, Hippotherium). It has been long
since recognized that Eurasia contains different bioprovinces, with a
varying degree of similarity (Bernor, 1984; Bernor et al., 1996; Maridet
et al., 2007; Casanovas-Vilar et al., 2010). In addition, a latitudinal gradi-
ent influenced the distribution of at least somemammal orders, such as
the insectivores (Furió et al., 2011).

The overall trend in theMiocene of Eurasia can be characterized as a
long-term shift towards progressively drier, more seasonal conditions
and open vegetation (Broccoli and Manabe, 1997; Barry et al., 2002;
Van Dam, 2006; Van Dam et al., 2006; Stromberg et al., 2007; Eronen
et al., 2012). According to Van Dam et al. (2006), this was the result of
a southward extension of the moisture belt, followed by retreat to
the north. Body weight distributions of late early to middle Miocene
(ca. 17 to 14Ma)mammalian communities indicate that a strong latitu-
dinal gradient existed during this warm, almost subtropical, period
(Costeur and Legendre, 2008). The Iberian Peninsula had an arid climate
and open environments at this time, whereas more closed to dense
forest and a very humid climate progressively occurred towards the
north (Maridet and Costeur, 2010). Other studies have postulated a pre-
cipitation latitudinal gradient already present in the late early to early
middle Miocene (Jiménez-Moreno and Suc, 2007; Furió et al., 2011).
This means that, with the north–south humidity gradient, focusing
on only higher or only lower latitudes will not show much change.
In southern Europe it mainly continued to stay dry, while in northern
Europe the wetness persisted (Böhme et al., 2006). Therefore, the
focus of this study is Eurasia through time, to detect the subtle changes
in themiddle latitudes, which show the effects of changing distribution
of the southern dry area.

The New and Old Worlds (NOW) database is the leading repository
of information concerning Neogene age fossil mammals and provides a
basis for reconstructing biodiversity patterns of the past (Fortelius,
2013). Even though a correlation between the observed richness
and the number of localities has been reported by previous studies
based on various versions and subsets of the NOW database (Peláez-
Campomanes and Van der Meulen, 2009), this resource gives the best
coverage to get as close as possible to a true overview of the dispersal
patterns of Miocene mammals in Europe.

The analysis of patterns and trends in past diversity always has to
dealwith the unwanted biases inherent to the nature of the fossil record
andmethodologies. A common bias is uneven sampling,where richer or
more intensively sampled sites or time intervals contain more rare taxa
and thus show a higher richness. A peak in data quality could lead to an
overestimation of the recorded richness (Casanovas-Vilar et al., 2014).
To assess such biases, robust diversity measures are needed, taking
into account abundance, sample size and the probability of finding a
certain taxon at a specific site (Barry et al., 2002, 2013; Van Dam,
2006; Casanovas-Vilar et al., 2014). The availability of deposits of a
certain age also provides a bias, this is however an integral part of the
fossil record.

Even though there is a good understanding of the development of
mammalian communities in the Eurasian Miocene (Fortelius et al.,
1996; Eronen et al., 2009; Ataabadi et al., 2013), less effort has been
taken towards the quantification of mammalian faunal developments.
With the present availability of better tools and information, now is the
time to more precisely explore, quantify, and illustrate these patterns.
Here, the possibilities of presenting richness in grids were explored in
order to examine the stability of biodiversity hotspots and document
changes over time.

2. Material and methods

2.1. Dataset

In this paper, the terms biodiversity, mammal diversity and richness
are defined as genus number. A single locality cannot give a complete
overview of the biodiversity in a particular period. Therefore, in order
to be able to combine data from an area, rather than from single locali-
ties, a large set of fossil mammal data was downloaded from the New
and Old Worlds (NOW) database (Fortelius, 2013).

The dataset contains both large and small mammals and consists of
over 13,000 specimens (4694 large and 8544 small) from 1219 localities.
Small mammals encompass the orders Chiroptera, Chrysochloridea,
Eulipotyphla, Hyracoidea, Lagomorpha, Macroscelidea and Rodentia as
appearing in the NOW database. The large mammals encompass the or-
ders Artiodactyla, Carnivora, Condylarthra, Creodonta, Embrithopoda,
Marsupialia, Perissodactyla, Pholidota, Placentalia, Primates, Proboscidea,
Ptolemaiida and Tubulidentata. All were identified to the genus level,
with a total of 557 genera (307 large and 250 small).

Even though collection techniques for large and small mammals
differ, as does the accuracy of taxonomic identification (Alroy, 2003),
they are expected to react to the same signals, for example in response
to climatic or tectonic changes. Therefore, micro- and macromammals
are analysed both separately and collectively. Compiling the dataset,
several choices concerning taxonomic level, time control and (other)
biases had to be made.

2.2. Taxonomic level

While ecological interpretations based on genera or higher taxo-
nomical groups are said to be unreliable (Martín-Suárez et al., 2001),
and ecological preferences may not have been the same for all species
in a genus (Casanovas-Vilar and Agustí, 2007), species level analyses
are likely to introduce more noise. Biodiversity estimates based on
species, for example, can be inflated because of false or unrecognized
synonymies (Alroy, 2002, 2003). Alroy (1996, 2003) compared genus
and species level results of his diversity analysis of North American
mammalian palaeofaunas, concluding that the genus level data are
more taxonomically robust and preserve much of the same signal as
the species level data. Genus is the lowest taxonomic level to which
specimens are typically identified (Forcino et al., 2012), and genus as-
signments have more consensus than species determinations (Peláez-
Campomanes and Van der Meulen, 2009).

A good indicator of howwell the fossil data reflects the actual mam-
mal community is completeness (“the proportion of taxa that have left
some fossil record” (Foote and Raup, 1996)) is not only higher for small
mammals, but for genera as well (Alba et al., 2001). Alba et al. (2001)
stated that the mammalian fossil record from the Neogene of the Iberi-
an Peninsula is very complete, as their calculations showed it captured
77% at the specific, and more than 90% at the generic level. Although
the large mammal record of the NOW database seems to be biased by
sampling effort at the metacommunity level, as well as at the locality
level, the small mammal record is considered to be mostly homoge-
neous (Peláez-Campomanes and Van der Meulen, 2009). Taking all of
the above into account, all analyses were performed on the genus level.

2.3. Biogeography and chronology

Mammal point data at the genus level were divided into grid cells,
squares of 1.5 × 1.5° (ca. 150 × 150 km at the equator) and plotted
using both a GIS programme designed by the Naturalis Biodiversity
Center, Leiden, namely NaturalisGrid and R (R Core Team, 2014), with
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packages ‘raster’ (Hijmans and van Etten, 2012) and ‘maptools’ (Lewin-
Koh and Bivand, 2012). Grouping in this manner makes the analysis
more conservative, since multiple-locality complexes may otherwise
bias the results (Jernvall and Fortelius, 2002).

Since western Europe is one of the most intensively studied areas in
mammalian palaeontology, this area was chosen and extended for a
better overview of longitudinal (between 10°Wand 50° E) and latitudi-
nal (between 15° to 55° N) distribution changes (Fortelius et al., 1996,
2002, 2006).

This study encompasses eight successive biochronological units;
Mammal Neogene units 3 to 11 (19.5 to 7.6 Ma) (Mein, 1975).
These MN units span the interval early to late Miocene, a period
which has been sampled homogeneously and is well-studied (Peláez-
Campomanes and Van der Meulen, 2009). Mammal Neogene units rep-
resent varying time spans. The definition is based on (1) faunal associa-
tions, (2) first appearances and (3) last appearances of both large and
small mammals (De Bruijn et al., 1992; Steininger et al., 1996; Mein,
1999; Steininger, 1999; Agustí et al., 2001).

2.4. MN system

The definition of the time intervals and therefore varying lengths is a
complicating factor. The criteria for definingMN units are mainly based
on thefirst or last appearance of certain taxa, which leads to higher orig-
ination and extinction rates at MN boundaries (Agustí et al., 2001;
Casanovas-Vilar et al., 2010). TheMN system contains 17 units of differ-
ent lengths, varying between 0.5 and 3.0 Myr (e.g., MN 3 is more than
twice as long as MN 4). The different unit durations pose a problem
for analyses of diversity because longer units are expected to contain
more species than shorter units. However, MN 6, 7 + 8, 9 and 10 have
similar lengths and obviously non-similar diversities. Differences
between bioprovinces, relating the MN units to the marine record and
spatial diachrony across Europe, further complicate matters (Van Dam
et al., 2001; Gómez Cano et al., 2011; Van der Meulen et al., 2011,
2012; Ataabadi et al., 2013).

There is need for a revision of the biochronological framework for
the EuropeanMiocene (Costeur et al., 2007) or even for an independent
chronology, excluding biochronology altogether (Domingo et al., 2007;
Ataabadi et al., 2013). Unfortunately, this is not yet possible. A new
(bio)chronology asks for better dated records in order to use absolute
dating instead of a relative scale such as the MN system (Domingo et
al., 2014).

A number of criteria for undertaking the analyses were applied.
Localities were excluded when they (1) could not be assigned to the
temporal span of a single MN unit or (2) lacked geographic positional
data (such as coordinates). For the entry/exit events, that is, first or
last occurrence of a taxon, the maximum or respectively minimum
age was used. In addition, all age assignments were converted to their
corresponding MN unit, i.e. Mammal Neogene Equivalents (MNEQs),
which are based on MN unit correlation scheme of the NOW database
(Steininger et al., 1996; Ataabadi et al., 2013). Uncertain genus determi-
nations were omitted from the study. No exclusions based on the
number of taxa per locality were made, as, according to Ataabadi et al.
(2013), the number of taxa used does not affect the spatial geographic
patterns.

2.5. Bias

A common problemwith palaeontological data is the unevenness of
the fossil record. According to Alroy (2010), most counting methods
have severe biases that can only be resolved using occurrence data rath-
er than presence/absence data. However, data on relative abundances of
taxa are only scarcely available for localities, as they have either
not been recorded or are not comparable due to different sampling
methods. Sampling biases could result in artificial hotspots. One can at-
tempt to remove some of the bias by subsampling records. This has,
however, a few disadvantages. Subsampling reduces the number of
records and cannot correct for unsampled areas. Also, locally dense re-
cords might be a true reflection of the relative suitability of the habitat.

To assess the bias in the data, the correlation between diversity and
sample sizewas computed for small and largemammals, both separate-
ly and combined. Barry et al. (2002) investigated the relationship
between the number of specimens and the number of events, by calcu-
lating the correlation between sample size per interval and the number
of events, that is, first (FO) and last (LO) occurrences. They found that a
correlation between interval sample size and number of events indi-
cates a bias, casting doubts on the truth of turnover events (Badgley
and Gingerich, 1988). To eliminate or at least minimize the bias' effects,
the number of specimens should be taken into account. As the NOW
provides presence–absence data, this is not exactly possible, conse-
quently the number of genus records is taken as sample size. Relation-
ships between the number of events, the sample size and the richness
were calculated.

3. Results

3.1. Biogeography and biodiversity

Themaps (Fig. 1a–h) show the patchiness of the fossil record during
the Miocene. However, despite this irregularity, a pattern appears of an
area of high richnessmoving from high to lower latitudes through time.

The shifting hotspot is best visible from the early to middle Miocene
(MNEQ 3 to 7+ 8, Fig. 1a–e). Starting in the northern parts of Europe, it
slowly travelled southwards. During MNEQ 3, the highest numbers per
grid cell were in Germany and the Czech Republic, but maximum num-
bers did not exceed 65 genera. InMNEQs 4, 5 and 6, the biodiversity rose
through Europe, in Germany, as well as France, but was still concentrat-
ed around Germany and Austria. After reaching a climax of 120 genera
in MNEQ 7 + 8 in France, MNEQ 9 had the most southern hotspot in
Catalonia, Spain, with 95 genera (Fig. 1f).

Following themiddle to lateMiocene faunal turnover thatmarks the
beginning of the Vallesian mammal stage (Steininger et al., 1996), the
diversity in the Vallès-Penedès basin increased. The biodiversity peak
was relatively short-lived as the species number decreased dramatically
halfway through the Vallesian. This drop in diversity is referred to as the
Vallesian Crisis (Agustí, 1981; Agustí et al., 2013). Richness of inland ba-
sins of the Iberian Peninsula was far lower than of the coastal basins.
Moreover, apart from being brief in duration, the high richness appears
to be rather local, which is consistent with Casanovas-Vilar et al. (2014)
questioning the wide range and extent of the Crisis.

Furthermore, there was a southward shift of the richest latitude for
the entire period (Fig. 2). While in early to middle Miocene (MNEQ 3
to 7 + 8; Fig. 2a–e) the maximum number of genera per grid cell was
located in the higher latitudeswith around 80 genera, the concentration
of genus richness changed in the early late Miocene. The change from
MNEQ 7 + 8 to MNEQ 9 is a clear example of an area of high richness
shifting from high (Fig. 2a–e) to low latitudes (Fig. 2f–g). In the late
Miocene, MNEQs 10 and 11 (Fig. 2g–h), mammal biodiversity was
more homogeneously spread over Europe. The maximum numbers are
much lower, not even reaching 70 genera per grid cell. Here, hotspots
are less clearly identified and peaks in genus counts less pronounced.

3.2. Large vs. small mammals

Despite the differences in dispersal abilities and other dynamics
(Casanovas-Vilar et al., 2010; Maridet and Costeur, 2010), the general
pattern visible in both micro- and macromammals was expected to be
the same, based on their similarities in the NOW database (Peláez-
Campomanes and Van der Meulen, 2009). Even though Heikinheimo
et al. (2007) stated that macromammal biodiversity is more related
to environmental changes, the micromammals are expected to be
more sensitive to changes, because of their smaller geographic ranges



Fig. 1. a–h. Biodiversity per 1.5 × 1.5° grid cell for large and small mammals together, plotted per MNEQ.
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(Maridet et al., 2007). The large and small mammals indeed behaved
in a comparable manner during the study interval, although the pattern
of shifting hotspots was more pronounced in the small mammals
(Fig. 2).

3.3. Bias

The correlation between diversity (Fig. 3a) and sample size was cal-
culated (Fig. 3b) to test for bias in the data. Spearman rank correlation
analysis per MNEQ unit showed that there is no significant correlation,
as all have low rho-values and non-significant p-values (combined:
rho2 = 0.09, p = 0.47; large: rho2 = 0.10, p = 0.46; small: rho2 =
0.15, p = 0.35). (Note that ‘sample size’ here is actually the matrix of
recorded sites and species, for lack of abundance data.)

Following Barry et al. (2002), relationships between the number of
events (first and last occurrences, that is, FOs and LOs), the sample
size and the richness were calculated. After an initial decrease during
MNEQ 6, there was an increase in entries in MNEQs 7 + 8 and 9
(Fig. 3c). However, there also was a high number of exits at the same
time, indicating a period of faunal turnover. After MNEQ 9, the number
of exits did not radically increase. In MNEQ 10 the number was lower
than in MNEQ 7 + 8 and during MNEQ 11 it even declined further.
While the number of events and sample size are not significantly corre-
lated (combined: rho2 = 0.07, p = 0.53; large: rho2 = 0.15, p = 0.35;
small: rho2 = 0.00, p = 0.91), the relationship between the number
of events and the richness, the number of genera present per MNEQ, is
highly significant for both large and small mammals (combined:
rho2 = 0.81, p = 0.0024; large: rho2 = 0.66, p = 0.0149; small:
rho2 = 0.51, p = 0.0465) (Fig. 3d).

As there is no significant relationship between the sheer number of
finds (e.g., sample size) and the richness (e.g., number of genera), it is
possible to distinguish between peaks in diversity that are artifacts
and real diversity fluctuation. Hence, the richness signal here is not a
direct function of sampling. An example is the hotspot in MNEQ 9,
which still exists when the richest site, Can Llobateres 1, is excluded
(Casanovas-Vilar et al., 2014).



Fig. 2. a–h. Bar graphs showing thenumber of genera for thehotspots per latitude perMNEQ for large and smallmammals (resp. dark and light colors in the bar graphs). The location of the
richest latitude changes through time, going from rich higher latitudes in MNEQ 3 to MNEQ 7 + 8 to a more southern hotspot in MNEQ 9.
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While the sampling bias is considered negligible, there is still some
geographic bias present in the data. During the late Miocene, for
instance, localities in the higher latitudes are lacking. This northern
hiatus appears to be a conservation bias. Likewise, the patchiness
is emphasized by empty spaces on the map (e.g., France, Croatia), as
data from the various countries has have not been entered equally
into the NOW. Together, these amount to reservations to be kept in
mind and not reasons to dismiss this type of comprehensive data.



Fig. 3. Genus biodiversity explored through time (per MNEQ) for large and small mammals (resp. dark and light colors in the bar graphs), both separately and combined. (a) Richness in
number of genera. (b) Sample size in number of data points. (c) Number of first (FO) and last (LO) occurrences. (d) Relationship between number of events (FO + LO) and richness per
time interval.
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4. Discussion

4.1. Data accuracy

Consistency of the data is a major difficulty of constructing a com-
plete overview of all Eurasian Miocene mammals. Reconstructing an-
cient communities based on fossil assemblages depends on accurate
and consistent identifications and the level of completeness as defined
by Foote and Raup (1996).

The fossil record holds a great amount of information about the orig-
inal living fauna (Alba et al., 2001). There is a high level of fidelity be-
tween modern bone assemblages and living populations, likewise
changes in community structure can be accurately tracked in fossil
assemblages (Western and Behrensmeyer, 2009). Furthermore, by
comparing data from the NOW database with information about fossil
communities with those from a database about recent populations,
Saarinen et al. (2010) found that grid cell data from fossil localities
give a good estimate of the total fauna and show ca. 60% of the total
species diversity, implying that this percentage will be even higher for
genus level biodiversity.

The differences within and between small and large mammal com-
munities could be a problem, as they can vary greatly in completeness
and dispersal ability. Previous studies of the NOW showed that the set
of localities included in the database does not represent homogeneous
sampling for the large mammals (Peláez-Campomanes and Van der
Meulen, 2009). However, the NOW database is continuously being
updated, and with numerous additions in the last few years (such as
Casanovas-Vilar et al., 2010), the evolving dataset becomes more com-
plete and accurate for new compilations (Fortelius, 2013).

4.2. Spatial diachrony

The long-distance correlations commonly utilize Mammal Neogene
(MN) biochronology (Mein, 1999; Agustí et al., 2001), which is widely
used in European mammal palaeontology. However, Van der Meulen
et al. (2011, 2012) recently demonstrated the asynchrony of parts of
this zonation by comparing long-term Miocene mammal sections
from Spain and the North Alpine Foreland Basin of Germany and
Switzerland that were correlated with the palaeomagnetical time-
scale (Van der Meulen et al., 2011). The observed diachrony by taxa en-
tering the various areas at different times has strong biogeographical
implications, as it shows the expansions and retractions of species
distribution zones, and ultimately of ecosystems.

4.3. Pattern related to climate

In the early to late Miocene diversity hotspots drifted to lower
latitudes, followed by a shift in diversity patterns from MNEQ 10 on.
The changes in the Vallesian were characterized by the disappearance
of certain mammal groups, in particular those adapted to stable
humid or closed environments and specialized herbivores, that is, frugi-
vores (fruit eaters) or folivores (leaf eaters) (Van der Made et al., 2003).
New immigrants may have been more adapted to dry or open land-
scapes or less predictable environments. Numerous studies suggest
the late Miocene (after MNEQ 11) was becoming more dry, cold and
seasonal (Agustí et al., 2003; Van der Made et al., 2003; Mosbrugger
et al., 2005; Eronen et al., 2009, 2010, 2012). Vegetation patterns
showed the development of continentality, where both temperature
and precipitation seasonality increased (Bruch et al., 2011) together
with the appearance of extensive grasslands (Stromberg et al., 2007).

Besides several groups declining and ultimately disappearing, the
late Miocene Vallesian Crisis also involved a change towards communi-
ties with a lower species richness (Casanovas-Vilar and Agustí, 2007).
Even though a small number of studies based on pollen records and
stable isotopes do not show drastic changes in regional vegetation or cli-
matic conditions on the Iberian Peninsula during the Vallesian (Jiménez-
Moreno et al., 2010), several others similarly link the Vallesian Crisis to
changing climate. Maps based on mean hypsodonty (i.e., increased
tooth height, used as a proxy of mean annual palaeoprecipitation) show
increased aridification in south-west Europe (Fortelius et al., 2002). In ad-
dition, the transition from a hot and wet ‘washhouse’ climate sensu
Böhme et al. (2008), with temperatures and precipitation higher than
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present to drier conditions timed between 9.7 and 9.5 Ma, and the asso-
ciated cooling episode, seemed to have triggered faunal turnover (Böhme
et al., 2008, 2011).

However, the inland areas also experienced faunal transitions right
at the beginning of the Vallesian and during the Vallesian Crisis (Van
Dam et al., 2006). Astronomical forcing influenced the Earth's climate
and in that way triggered faunal events. The Milankovic theory de-
scribes the cumulative effects of changes in the Earth's cyclic move-
ments (orbital shape/eccentricity, axial tilt/obliquity and precession of
the Earth's axis) on climate (Hays et al., 1976). Van Dam et al. (2006)
argued that astronomical cycles could trigger analogous faunal events.
At times when these different Milankovic cycles strengthen each
other, they can change the climate to such a degree that the stability
of ecosystems is affected. This, in its turn, may precipitate faunal events
like migrations and extinctions.

Finding a pattern of southward movement of a diversity hotspot is
one thing, recognizing the causes behind it quite another. In order to
do so, the genera present in each diversity peak need to be evaluated,
which is outside the scope of the present paper. It is possible, however,
to speculate and attempt to draw up a working hypothesis for further
research.

Insectivores are starting to becomemore widely recognized as good
humidity indicators. Furió et al. (2011) showed that insectivore diversi-
ty is continuously higher in the north than in the south, and postulated a
latitudinal humidity gradient across Europe throughout the late early to
early late Miocene (ca. MN 2 toMN 10). As they analysed the data from
the variousMNunits separately, they did not look at thedevelopment of
this gradient through time. It is clear, that the south of Europewas drier
than the central parts. Van Dam noted this for the late Neogene, but
showed (van Dam, 2006 fig. 9a) it also held true for the late middle
Miocene. According to Böhme et al. (2006), precipitation rates in the
early middle Miocene in Central Europe were about three times higher
than those in the Iberian Peninsula. A southwardmovement of themore
humid ecosystems in itself is not enough to explain the decreasing lati-
tudes of the maximum diversity. Given a humidity gradient, one might
expect the hotspot to remain in the most forested environments in the
north. The pattern indicates a shift, particularly in MNEQ units 5 to 9,
i.e., the middle and early late Miocene.

Similar to this study, the work of Furió et al. (2011) was based on
data ordered in MN units. Van der Meulen et al. (2011, 2012) noted
that the system shows a certain amount of diachronicity, particularly
in MN units 5, 6 and 7 + 8, the very period in which the area of high
richness was moving in a southern direction. This implies that
the correlation methods used would have impeded the recognition
of the relation between the dry south and humid north, as MN
units would in part have followed the ecosystem expansion, making
them less suitable as a time frame (which may account also for the
diachronicity found). The southward expansion culminated in the
most southern hotspot in the Vallès-Penedès (MNEQ 9), when moist
loving Eulipotyphla as heterosoricids and dimylids thrived in the area
(Furió et al., 2011, 2015), and the basin became one of the most impor-
tant spots for hominoid diversity (Agustí et al., 2003; Casanovas-Vilar
et al., 2011; DeMiguel et al., 2014).

The observed hotspots seem to have represented the fringes of a
southward expanding humid ecosystem. Diversity was higher in the
periphery, because of a spatial fragmentation of the environment,
resulting in a mosaic where both southern and northern faunal ele-
ments lived in close proximity. In addition, this paper's methodology
combines data from an area over an extended period of time. Minor os-
cillations in the position of the ecosystem boundaries would therefore
lead to time averaging, leading to an even higher observed diversity.

Although diversity reached its acme in MNEQ 7 + 8, the most re-
markable hotspot was arguably the one found in MNEQ 9. It represents
themost southern r, and, moreover, it is somewhat paradoxical to have
the highest diversity in Europe on a peninsula. Most important, howev-
er, is that here the southward movement ended. During MNEQ 10
diversity is far more equitable, which seems to indicate that ecosystems
throughout Europe were more uniform.

5. Conclusions

These data reveal a trend of a southward moving area with the
highest richness from the early tomiddleMiocene. This trend can be ex-
plained by an expansion of a humid ecosystem and subsequently closed
environments from higher into lower latitudes, where high richness re-
sults from temporal and spatial mixing at the boundary of ecosystems.
This trend culminated in the early Vallesian Iberian Peninsula. Notably,
areas surrounding this most southern hotspot did not show the same
richness.

During the late Vallesian and the Vallesian Crisis (at 9.7Ma), the dis-
tribution of mammals in Europe became more even and areas of high
richness not as sharply defined as before. Thiswas the time of the disap-
pearance of most humid-adapted and forest dwelling groups, meaning
the end of the hominoids in Europe as well. The number of exits in
MNEQ10 is barely higher than inMNEQ9 (Fig. 3c),whichwould bepre-
dicted if the Vallesian Crisis were more than a local event. Notably, the
number of genera did not change in Eastern Europe. This is in line
with the notion that the Vallesian Crisis was indeed local, not continent
wide.
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