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Physical and environmental drivers of Paleozoic
tetrapod dispersal across Pangaea
Neil Brocklehurst1,2, Emma M. Dunne3, Daniel D. Cashmore3 & Jӧrg Frӧbisch2,4

The Carboniferous and Permian were crucial intervals in the establishment of terrestrial

ecosystems, which occurred alongside substantial environmental and climate changes

throughout the globe, as well as the final assembly of the supercontinent of Pangaea. The

influence of these changes on tetrapod biogeography is highly contentious, with some

authors suggesting a cosmopolitan fauna resulting from a lack of barriers, and some iden-

tifying provincialism. Here we carry out a detailed historical biogeographic analysis of late

Paleozoic tetrapods to study the patterns of dispersal and vicariance. A likelihood-based

approach to infer ancestral areas is combined with stochastic mapping to assess rates of

vicariance and dispersal. Both the late Carboniferous and the end-Guadalupian are char-

acterised by a decrease in dispersal and a vicariance peak in amniotes and amphibians. The

first of these shifts is attributed to orogenic activity, the second to increasing climate

heterogeneity.
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A major transition in the history of terrestrial faunas
occurred during the late Paleozoic. During the Carboni-
ferous, the tetrapod lineage diversified and evolved a fully

terrestrial lifestyle with the appearance of the amniotic egg1.
During the Permian, terrestrial ecosystems developed a more
modern trophic structure, with large numbers of terrestrial her-
bivorous vertebrates supporting a small number of macro-
carnivores2. These changes occurred alongside substantial envir-
onmental and climate changes throughout the globe.

During the Carboniferous, the assembly of the supercontinent
Pangaea was completed. With all continents connected into a
single landmass, it has often been suggested that there were few
barriers to dispersal, producing a strongly cosmopolitan fauna, at
least at the family-level2–11. Even though in more recent years
provincialism and faunal variation according to palaeolatitude
has been identified12–21 there has been very little study into
the historical biogeography of terrestrial vertebrates during the
Paleozoic.

Many discussions of patterns of dispersal and vicariance in
Paleozoic tetrapods are short notes embedded in studies whose
primary focus is anatomical descriptions of species22–25. Such
discussions lack the application of quantitative methods and
instead are limited to visual examinations of a phylogenetic tree,
often just presenting the biogeographic area of the basalmost
member of a particular clade as the place of origin of that clade.
These hypotheses are problematic, because (1) they only take into
account one lineage, (2) they assume a narrow ancestral area, (3)
they assume dispersal as the driving force behind the distribution
patterns in clades, making no allowance for vicariance and or the
possibility of climatic barriers separating populations within a
species and (4) they are at risk of changes in interpretation every
time a new, more basal taxon is discovered.

A global study of cosmopolitanism, vicariance and dispersal
within the united supercontinent of Pangaea is integral to the
understanding of early amniote evolution and diversification,
providing vital information on the impact of physical and cli-
matic barriers on different clades evolving within a single land-
mass. Quantitative methods, particularly event-based methods
incorporating phylogenetic hypotheses, will provide a more rig-
orous analysis of these issues than has previously been applied to
Paleozoic tetrapods.

Here, we present an examination of the patterns of dispersal
and vicariance of tetrapods across Pangaea during the Carboni-
ferous and Permian. A supertree of Carboniferous-Permian tet-
rapods was generated and subjected to likelihood-based
biogeographic modelling analysis in order to infer the ancestral
ranges of internal nodes. A stochastic mapping approach,

incorporating null model generation, is used to infer rates of
dispersal and vicariance through time. Increases in vicariance
and decreases in dispersal rates are found in the late Carboni-
ferous and the end-Guadalupian. The first of these shifts is
attributed to the orogenic activity, the second to increasing
climate heterogeneity.

Results and Discussion
Dispersal and vicariance rates. Throughout most of the Carbo-
niferous, vicariance rates remain low and relatively constant,
aside from a slight peak in the Serpukovian (Fig. 1). The largest
peak in vicariance through the Carboniferous is towards the end,
during the Kasimovian. While vicariance rates do fall after this,
they rise again during the middle Permian, reaching a peak in
the Capitanian. Both of these two peaks are followed by declines
in dispersal rate (Fig. 1).

The Carboniferous peak in vicariance rate and decline in
dispersal is most pronounced in amphibians (Fig. 2) and in
particular lepospondyls. The vicariance peak in amniotes is
relatively small (Fig. 3). Amniote dispersal rates fall at this time,
but they soon recover, unlike those of amphibians which remain
below 0 for the rest of the Permian (Fig. 2)

Tetrapod dispersal rates recover throughout the early Permian,
reaching a peak during the early Capitanian (Fig. 1). The late
Capitanian vicariance peak, and the trough in dispersal that
follows, is visible in all amniote clades and also the temnospon-
dyls (Figs. 6–7). Only one lepospondyl is present by this time
(Diplocaulus minimus from Morocco), so vicariance is obviously
not possible in this clade.

Late Carboniferous dispersal patterns. The dispersal and
vicariance patterns of amphibians and amniotes indicate differing
responses to the geological and climate changes occurring
during the latter half of the Paleozoic. For much of the Carbo-
niferous, the tropical regions were covered by the coal forests, a
dense belt of tropical rainforests26. The general climate trend
throughout the Permian was towards warming and drying27–30,
albeit punctuated by wet phases relating to the waxing and
waning of the Gondwana ice sheet31. Gradually, the substantial
polar icecap present since the Devonian disappeared, the tropical
belt across the equator narrowed, and the arid zones surrounding
it expanded28,29.

At the end of the Carboniferous, during the Moscovian stage,
the rainforest collapse is thought to have occurred: the coal
forests covering the equatorial regions were reduced to islands of
rainforest in intramontane basins of the Variscan mountains26
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Fig. 1 Dispersal and vicariance rates of all Tetrapoda through time. Solid grey lines represent vicariance. Dashed black lines represent dispersal. Thick lines
represent the mean of the rates obtained from each stochastic mapping iteration. The thinner lines represent a standard error above and below
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surrounded by more arid habitats32,33. This was accompanied
by a period of mass extinction among plants34,35 and a shift
from a lycopsid-dominated flora to a fern-dominated flora26. The
transition does not appear to have occurred at a consistent
rate across the equatorial latitudes, with macrofloral and
palynological evidence suggesting coal development continued
into the earliest Kasimovian in American localities26, but after
this the last remnants of the lycopsid-dominated flora dis-
appeared. Cleal et al.26, after thoroughly reviewing the sedimen-
tological and palaeobotanical changes across Moscovian and
Kasimovian Euramerica, suggested that increased tectonic activity
in the Variscan orogeny altered drainage patterns in Euramerica,
creating conditions less suitable for the lycopsid flora and driving
the disappearance of the coal swamps.

The family-level diversity curves of Sahney et al.36 indicated an
increase in faunal provinciality following the Moscovian, which
they attributed to the rainforest collapse. It was suggested that the
habitat fragmentation (the separation of the coal swamps into
rainforest islands) was responsible. In support of this hypothesis,

they observed that amniotes were less severely affected by the
environmental changes at this time, a result they attributed to the
amniotic egg and the impermeable skin giving them indepen-
dence from water36.

The dispersal patterns of amniotes and amphibians identified
by this study might appear to support the conclusions of Sahney
et al.36. Both amphibians and amniotes exhibit a fall in dispersal
rate and a peak in vicariance rate during the latest Carboniferous.
The differing patterns observed in amphibians and amniotes
are also supported here. The reduction of dispersal rate in
amphibians is more substantial, indicating a greater sensitivity to
the changing climate. Moreover, although the aridification trends
continued throughout the Permian28,31,37, the dispersal rates of
amniotes recovered while those of amphibians remained low.
It might appear that amniotes were more efficient at dispersal in
the drier, more open habitat than the amphibians.

Before assuming that the results of this study emphatically
support the conclusions of Sahney et al.36, two caveats must be
noted. First, it is not entirely clear to what extent the two are
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Fig. 2 Dispersal and vicariance rates of amphibian clades through time. a All amphibians; b Temnospondyli; c Lepospondyli. Solid grey lines represent
vicariance. Dashed black lines represent dispersal. Thick lines represent the mean of the rates obtained from each stochastic mapping iteration. The thinner
lines represent a standard error above and below. Silhouettes from phylopic.org. b Eryops, by Dmitry Bogdanov (vectorized by T. Michael Keesey), available
under Creative Commons Attribution-ShareAlike 3.0 Unported license. c Diplocaulus, by Gareth Monger, available under Creative Commons Attribution 3.0
Unported license
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directly comparable, since they are examining biogeography at
different scales; Sahney et al.36 were comparing the degree of
endemism between formations and basins, while the results
presented here illustrate dispersal patterns between continental-
scale areas. Thus, our results do not provide any information on
the habitat fragmentation model put forwards by Sahney et al.36,
but instead illustrate the development of geographic or climate
barriers between considerably larger regions. The second caveat
to note is that the model of Sahney et al.36 makes less sense when
viewed in the context of the more recent data regarding the
rainforest collapse. Rather than an extended period of habitat
fragmentation into the rainforest islands, detailed examination of
the plant and pollen records indicate that the lycopsid-dominated
coal swamps had disappeared by the earliest Kasimovian,
thereafter replaced by fern-dominated, more open environ-
ments26. Therefore, the period in which we should observe the
increased endemism at the formation level is extremely short,
restricted to the late Moscovian. By the Kasmovian, the habitats
were more uniform and should not exhibit continued isolation
and reduced dispersal between them.

Despite these caveats, it is possible that the rainforest collapse
may still have been responsible for the continental-scale results
illustrated here. As mentioned above, the collapse was not
synchronous across the continents, rather representing a
contraction and progressive western shift26. If the coal swamps
disappeared in Europe prior to North America, there would be an
environmental barrier between the two, potentially restricting
dispersal and driving vicariance. This explanation, however, does
not resolve the second issue described in the previous paragraph:
why would the reduced dispersal of amphibians continue into the
early Permian with no environmental heterogeneity to prevent it?

An alternative explanation that would mitigate this objection
might be the increased tectonic activity at the Variscan orogeny
occurring during the Moscovian. This tectonic activity caused
substantial uplift and terrestrial deformation, continuing into
the Permian26,38–40. This mountain-building phase would have
generated a substantial physical barrier between the equatorial
localities, restricting not only movement between Europe and
North America, but also migration between Gondwana and
Laurasia. Elsewhere during the Moscovian, further uplift

and mountain-building was occurring, creating further barriers40.
These include the Uralides between Eastern Europe and Asia,
and the Appalachides between North and South America.

A serious issue requiring discussion is the conflict between the
results presented here and those found by Dunne et al.41. The
latter employed a networking approach to assess the biogeo-
graphic connectedness of localities during the Carboniferous
and Cisuralian, implementing a correction to account for the
phylogenetic non-independence of the taxa. They identified an
increase in biogeographic connectedness between the Carbonifer-
ous and the Cisuralian, implying greater similarity of the faunas in
the early Permian. This would seem to indicate increased dispersal
across the boundary, the opposite signal to that observed here.

There are a number of possible explanations for the conflicting
results. One possibility might be the differing temporal resolution
of the studies: Here, dispersal rates are calculated at the substage
level, while the finest resolution at which Dunne et al.41 calculated
biogeographic connectedness was in three bins, each containing
two or three stages. However, this seems unlikely to be the cause
of the discrepancy. The Gzhelian-Sakmarian dispersal rates
identified here are consistently lower than those from earlier in
the Carboniferous, but this interval has increased biogeographic
connectedness in the analysis of Dunne et al.41.

Another possible explanation is that the difference represents
the different selection of regional divisions. Dunne et al.41 defined
their bioregions using cluster analysis of palaeocoordinates of
localities, and so both North America and Europe were divided
into numerous bioregions. Here, North America was divided into
only two regions divided by the Hueco Seaway, and Western
Europe was treated as a single region. The larger areas employed
in this study means that dispersal between smaller subregions
would not be counted. In order to test this possibility, the
BioGeoBEARS analysis was repeated, using the same regions
employed by Dunne et al.41. Since their study defines new
bioregions following the Carboniferous-Permian boundary, a
procedure not permitted by BioGeoBEARS, the supertree was
time sliced to the end of the Carboniferous. This does not
preclude the possibility of assessing the different results, as Dunne
et al. noted an increase in biogeographic connectedness during
the Gzhelian, which may still be tested.
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Fig. 3 Dispersal and vicariance rates of amniote clades through time. a All Amniota; b Synapsida; c Parareptilia; d Eureptilia. Solid grey lines represent
vicariance. Dashed black lines represent dispersal. Thick lines represent the mean of the rates obtained from each stochastic mapping iteration. The thinner
lines represent a standard error above and below. Silhouettes from phylopic.org. b Dimetrodon, by Dmitry Bogdanov, available under Creative Commons
Attribution-ShareAlike 3.0 Unported license. c Scutosaurus, by Chris Jennings (vectorized by A. Verrière), available under Public Domain Dedication 1.0
license. d Concordia, by Steven Blackwood, available under Creative Commons Attribution-ShareAlike 3.0 Unported license
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This last analysis provided results that were more consistent
with those obtained by Dunne et al.41 (Fig. 4). Dispersal rates
were low from the Tournasian until the Serpukovian but rose
throughout the latter stages of the Carboniferous, reaching a peak
in the Gzhelian. That this result is obtained when both North
America and Europe are divided into multiple subregions
indicates that different biogeographic patterns are occurring at
different scales. Dispersal between the smaller-scale regions
appears to become easier towards the end of the Carboniferous,
although between the larger regions it becomes more difficult.
This supports the inference that the principal barriers to dispersal
in the late Carboniferous were the physical barriers between
continental-scale regions rather than the local environmental
barriers. The island-biogeography effect posited by Sahney
et al.36, with small, local islands of forest biogeographically
isolated by open areas, is firmly rejected: dispersal between these
local areas increased during the Gzhelian.

Late Permian dispersal patterns. While amphibian dispersal
appears to have been restricted throughout the Permian, amniote
dispersal increased throughout most of the Cisuralian. This has
been noted previously; while the late Permian equatorial faunas
contain amphibians characteristic of early Permian equatorial
localities, the amniotes are more similar to those found in con-
temporary temperate regions18,20. Interestingly, the eureptiles
show the same increase in dispersal as is found in synapsids. This
contradicts previous suggestions that Captorhinidae (the most
diverse eureptile family during the Permian) were better suited
to arid environments42. It is only in the equatorial regions that
this clade is abundant during much of the Permian; they do not
become abundant in the temperate regions until the Lopingian20.
However, while remaining rare in temperate regions, they were
no less capable of dispersal than synapsids.

The first substantial decline in amniote dispersal does not
occur until the late Capitanian, coinciding with a peak in
vicariance rate. No significant change is observed in amphibians
(perhaps simply due to them already being highly provincial).

The causes of this sudden and massive reduction of movement
in amniotes is unclear, and our understanding is hampered by
the lack of information regarding climate and environmental
changes at this time. Environmental upheaval perhaps linked to
flood volcanism has been suggested43–45, as has relative climatic
stability throughout the Guadalupian and Lopingian46. The
nature and extent of the changes, and particularly their effect
on terrestrial environments are particularly unclear45,47. Data
from plants is contradictory, with some suggestion of a

substantial extinction at this time48, but other suggestions that
no substantial change in either diversity or floral composition
occurred34,35. It seems unlikely that the lack of inferred dispersal
events is due to geographically restricted sampling: the Wuchia-
pingian and Changshingian are among the few Paleozoic time
bins where data is known from both palaeotemperate and
equatorial latitudes in both Laurasia and Gondwana20. In fact,
these stages contain a geographically wider sample than any
other, with tetrapods known from all biogeographic regions
under study except North America and northern South America.

A recent study using isotope data from amniote bones from the
Karoo provides an indication of environmental changes in the
temperate regions during the Permian49. The late Capitanian
peak in δ13C values was interpreted as an increase in water stress
in plants i.e a period of substantially reduced humidity. By
contrast, examinations of the geology and flora of contemporary
palaeoequatorial formations in northern Africa and Europe found
that the late Capitanian and early Wuchiapingian represented a
wet phase interrupting the general trend towards aridification
through the Permian31,50. It is possible that the contrasting trends
in climate change at the different latitudes restricted the
possibility of dispersal between the two.

Conclusions. Past discussions of biogeographic patterns within
the Paleozoic Pangaea, and the extent of dispersal or vicariance
across the continent, have been hindered by the limited use of
quantitative methodology in making historical biogeographic
inferences. As such, there has been considerable disagreement
regarding the provinciality and cosmopolitanism of the tetrapod
faunas, as well as the potential dispersal routes across Pangaea.

Quantitative analysis provides evidence of the existence of
barriers to dispersal across Pangaea, and the timing of decreases
in dispersal rates and peaks in vicariance rate provide evidence of
their development. Two episodes of reduced dispersal are
observed: in the late Carboniferous in amphibians and at the
end of the Guadalupian in amniotes. Both dispersal troughs
are accompanied by vicariance peaks. Although the nature of the
new barriers must remain speculative for the present, the first
shift in dispersal rate is attributed to increased mountain-
building at that time, while the second is hypothesised to be
due to climate barriers.

To conclude, it is important to note that historical biogeo-
graphic analyses not only provide information on the evolu-
tionary history of the group under study, but also provide an
additional line of evidence regarding broader patterns of earth’s
history. Where more usual lines of evidence regarding continental
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Fig. 4 Carboniferous dispersal rates of all Tetrapoda, using the regional divisions of Dunne et al.41. Thick lines represent the mean of the rates obtained
from each stochastic mapping iteration. The thinner lines represent a standard error above and below
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arrangements or the development and break down of dispersal
routes e.g. the Pangaea B scenario, the Carthaysian Bridge as
a route from Gondwana to Laurasia, the relationships of the
different faunas to each other provide a vital line of evidence.

Methods
Supertree construction. The basis for the biogeographic analysis was a formal
supertree of early tetrapods, designed to maximise taxonomic inclusivity. The full
list of 49 source trees, finalised in April 2017, and the criteria for their inclusion
is present in Supplementary Data 1 and Supplementary Note 1, respectively. The
source trees were combined using the method “Matrix Representation with Par-
simony” (MRP)51,52. Under this method, each node in each source tree is treated as
a character. Taxa within a particular node in a particular source tree receive a score
of “1” for the relevant character, taxa outside it receive a score of “0”, and taxa not
included in that source tree are scored as “?”. The resulting matrix may be analysed
using parsimony. The MRP matrix was generated using the programme Super-
tree0.85b53. The matrix was analysed in the Willi Hennig Society edition of TNT54,
using the driven search at level 100. The most parsimonious trees were searched for
100 times, and then a branch-and-bound search was carried out using each most
parsimonious tree previously found as a start. The final supertree (the strict con-
sensus) contains 593 terminal taxa, and is available in Supplementary Data 2. A
summary version is presented in Fig. 5. Most of the terminal taxa are genera, but
they also include some as-yet unnamed specimens and some species-level rela-
tionships where these have been tested. Clades which are not known from the fossil
record until after the Permian but have ghost lineages extending into the Paleozoic
were kept in the tree during time calibration but were dropped during the bio-
geographic analyses.

The supertree was time calibrated using the method of Lloyd et al.55. This
method was itself based on an approach by Hedman56, whereby the observed age of
a node relative to its successive outgroups could be used to make inferences about
sampling, and thereby assess how far back in time the node should be extended.
Lloyd et al.55 modified this method to be applied to an entire phylogeny. The tree
was time calibrated in R 3.3.257. In order to date the root node, stratigraphically
consistent outgroups were required. In this case, the Devonian tetrapods Ymeria,
Ichthyostega and Metaxygnathus were used. A maximum age constraint was placed
on the root of 409.4 million years: the age of the split between tetrapods and
lungfish inferred by a recent molecular clock study58. To account for the
uncertainty surrounding the relationships and ages of taxa, 100 time calibrated
trees were generated. For each of these, polytomies in the tree were randomly
resolved and age ranges of each taxon were drawn from a uniform probability
distribution covering the full possible range in which the taxon could have lived.
The age ranges employed are shown in Supplementary Data 3. The analyses
described below are carried out on all 100 trees.

BioGeoBEARS. To infer the timing and phylogenetic position of dispersal, vicar-
iance and local extinction events, ancestral geographic ranges were inferred using a
likelihood-based model comparison in the R package BioGeoBEARS59. The
functions in this package implement three different biogeographic models: DEC,
DIVA and BayArea60,61, each of these allowing a different combination and geo-
graphic extent of biogeographic events. The phylogeny and the geographic ranges
of the tips were analysed using all three models, with the Akaike information
criterion used to identify the best-fitting model. This was found to be the DIVA
model (Supplementary Table 1), which allows dispersal and local extinction along
lineages, sympatric speciation of a lineage within a single area (but not sympatric
speciation covering multiple region), and the vicariant origin of a species over a
variety of range sizes.

The tetrapod-bearing formations of the Carboniferous and Permian were
grouped into 13 bioregions. These were separated by a combination of physical
barriers such as mountain ranges and internal seaways, and latitudinal lines
intended to reflect climatic boundaries (see Supplementary Note 2 for detailed
descriptions of the regions). The regions are: western North America; eastern
North America, northern South America, southern South America, western
Europe, eastern Europe, eastern Asia, northern Africa, southern Africa,
Madagascar, India, Australia and Antarctica (see Supplementary Data 4 for the
areas to which each taxon was assigned).

Treefitting and the area-adjacency matrix. The biogeographic analyses carried
out in BioGeoBEARS incorporate a matrix indicating which areas are adjacent to
each other, thus informing the algorithm about possible dispersal routes. While the
majority of the area-adjacency matrix could be inferred with little debate, there are
contentious issues which will influence it, for example: (1) whether the Pangaea B
scenario, whereby North America is positioned more westerly than usually
depicted and western Europe is adjacent to Northern South America11,62, should be
followed; (2) whether dispersal should be allowed along the Cathaysian Bridge63,64

between eastern Gondwana (India and Australia) and Eastern Laurasia (East Asia);
(3) whether it is necessary to treat the North American provinces on either side of
the Hueco seaway65 as separate biogeographic regions.

In order to answer such disputes, the supertree was subjected to a treefitting
analysis. This analysis uses a phylogeny and a series of event costs to calculate the

optimal biogeographic reconstruction (area cladogram) with the combination of
events with minimum cost.

The treefitting analysis was carried out in Treefitter 1.3B166 using the heuristic
search. The event costs used are: vicariance= 0.01, sympatric speciation= 0.01,
extinction= 1, dispersal= 2. This cost scheme, whereby the cost of vicariance and
sympatric speciation are minimised, is designed to maximise the likelihood of
finding phylogenetically conserved distribution patterns66,67.

Upchurch and Hunn68 recommended time slicing (analysing taxa in each time
bin separately) when using co-phylogeny reconstruction to analyse biogeography
since area relationships change through time as barriers break down and new
barriers develop. While these authors carried out time slicing by dropping all tips
not present in a particular time slice, we modify this method by including tips with
ghost lineages (unsampled portions of the fossil record that may be inferred from
the phylogeny) extending into the time slice. The time slices tested were the
Mississippian, Pennsylvanian, Cisuralian, Guadalupian and Lopingian. An area
cladogram was calculated for each time slice (Supplementary Fig. 1).

The treefitting analyses were able to provide solutions to the three disputes
discussed. In all area cladograms, the eastern North American region is more
closely related to that of western Europe rather than western North America. It is
therefore judged that the Hueco seaway as a significant barrier, while dispersal
between eastern North America and western Europe was easier.

In none of the area cladograms does western Europe group with South America.
While in most of the time bins the northern South American region is found with
other Gondwanan regions, during the Mississippian it groups with western North
America. These results argue strongly against the Pangaea B hypothesis; there is no
evidence of close links between the faunas of South America and Europe.

Finally, there is strong evidence that the Cathaysian bridge has provided a link
between the faunas of Gondwana and Laurasia. This is contra the suggestion of
Cisneros et al.11, who argued that, since no Paleozoic tetrapod fossils have been
found in the regions of East Asia which then formed the Cathaysian Archipelago
(South China and Korea), tetrapod dispersal between Gondwana and Laurasia took
place via western Pangaea. However, in all area cladograms with the exception of
the Lopingian time slice, East Asia is found to group more closely with Gondwanan
faunas of Southern Africa than with the Eastern European fauna as argued by
Cisneros et al.11. Thus, the lack of Paleozoic tetrapods in the Cathaysian regions is
likely to be an artefact of preservation, and it is likely this was a frequent dispersal
route between the South African and Eastern European regions, at least until the
Guadalupian. The fact that in all Permian area cladograms the Eastern European
region is found more closely related to the Gondwanan regions rather than western
Europe would suggest that the Cathaysian Bridge was actually the preferred
dispersal route between Gondwana and Laurasia, the Variscan Orogeny perhaps
forming a more substantial barrier than suggested by Cisneros et al.11. The area-
adjacency matrix inferred from these results and used in the BioGeoBEARS
analysis is presented in Supplementary Table 2.

Founder-event speciations. Founder-event speciation, represented in BioGeo-
BEARS as speciation events where one of the two descendant lineages of a node
remains in the ancestral area and the other jumps to a new area59, was not
permitted in the analyses in this paper. While it has been shown to be important
in island clades59, the model has been criticised for biasing towards cladogenetic
dispersal events over anagenetic69. As the model incorporates no speciation-rate
parameters, cladogenetic events like founder-event speciation are assumed to take
place at fixed nodes, rather than being an outcome of a time-dependant diversi-
fication process. Anagenetic dispersal events, on the other hand, are treated as a
character evolving in a stochastic manner similar to the MK model, and are
therefore time-dependant. This difference increases the probabilities of inferring
cladogenetic events such as founder-event speciation over anagentic
dispersal59,69,70. A further criticism was of the j parameter, not as a rate of founder-
speciation, but as a free parameter indicating the weight given to the easier mode of
dispersal69. A final issue is that the founder events are also allowed to effectively
bypass the area-adjacency matrix. While this is reasonable in island clusters, it
produces unrealistic results a supercontinent where, short of circumnavigating
the continent, the only possible dispersal routes for terrestrial animals are via
adjacent areas.

Stochastic mapping to infer dispersal and vicariance rates. The BioGeoBEARS
analysis identifies the probability that a node in the phylogeny was present in a
particular area or combination of areas. One might infer the geographic ranges
of the ancestral nodes by assuming this is represented by the most range with
the highest probability (Figs. 6–8). However, a better alternative is to use these
probabilities to infer possible biogeographic histories via a stochastic mapping
approach: drawing ancestral regions using the probabilities inferred by the Bio-
GeoBEARS analysis, and from these deducing the phylogenetic position and timing
of biogeographic events required to obtain the observed biogeographic history.

For each of the 100 time calibrated phylogenies, 100 biogeographic histories
were generated using stochastic mapping; thus 10,000 total evolutionary histories
were tested. The timing of dispersal and vicariance events were extracted, and the
number of each event in each time bin was counted. The time bins employed were
informal substages, obtained by dividing each of the international stages in half. As
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each bin differs in length, the event counts of each bin were divided by the length of
the bin in order to obtain a rate.

The raw numbers of dispersal and vicariance events in each time bin may be
misleading as a measure of dispersal or vicariance rate, due to the variation in
the number of lineages and nodes in each time bin (Supplementary Figs. 2–6).
If, for example, vicariance events were distributed at random across the nodes in

the tree, time bins containing more nodes would exhibit a higher vicariance
count simply by chance. Therefore, for each of the 10,000 stochastic maps,
a null model was also generated by simulating 100 biogeographic histories over
the time calibrated phylogeny. A starting area/range of areas was selected at
random from the same set of regions used in the BioGeoBEARS analysis. With
this starting area assigned to the root node of the relevant phylogeny, the
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Fig. 7 Example of a reconstruction of ancestral geographic ranges of Synapsids. Tree was randomly selected from the 100 time calibrated trees.
a Pelycosaurian-grade synapsids, Biarmosuchia and Dinocephalia. b Neotherapsida. Node labels represent the geographic range of that node with
the highest probability, deduced by BioGeoBEARS. a=Western Europe; b=Western North America; c= Eastern North America; d= Eastern Europe;
e= East Asia; f=Northern South America; g=Northern Africa; h= Southern South America; i= Southern Africa; j=Antarctica; k=Madagascar;
l= India; m=Australia
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biogeographic history would evolve stochastically, with the same biogeographic
events permitted as were allowed by the DIVA model. The probabilities of
dispersal, vicariance and local extinctions occurring at any point in time along a
lineage/at a node taken from the results of the BioGeoBEARS analysis. The possible
ranges of each node/lineage were constrained by the same parameters employed in

the BioGeoBEARS analysis: the area-adjacency matrix limited the areas to which a
lineage could disperse, and the regions employed could not be further subdivided
i.e. a vicariance event could not occur at a node where the range covers only a
single area. The R function to simulate the biogeographic history is provided in
Supplementary Data 5.
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Having simulated the 100 null histories and calculated the mean dispersal and
vicariance rates of each, the null rates were subtracted from the observed rates.
Thus, a negative dispersal/vicariance rate would indicate that the observed rate is
less than would be expected given a randomly evolved biogeographic history over
the same phylogeny.

Code availability. All custom code used in this study is available in Supplementary
Data 5.

Data availability
All data generated and analysed during this study are included in this published
article (and its supplementary information files). A reporting summary for this
article is available as a Supplementary Information file.

Received: 30 April 2018 Accepted: 8 November 2018

References
1. Coates, M. I., Ruta, M. & Friedman, M. Ever since Owen: changing

perspectives on the early evolution of tetrapods. Annu. Rev. Ecol. Evol. Syst. 39,
571–592 (2008).

2. Olson, E. C. Community evolution and the origin of mammals. Ecology 47,
291–302 (1966).

3. Colbert, E. H. Continental drift and the distributions of fossil reptiles.
Proc. NATO Adv. Sci. Inst. 1, 395–412 (1973).

4. Cracraft, J. Continental drift and vertebrate distribution. Annu. Rev. Ecol. Evol.
Syst. 5, 215–261 (1974).

5. Rubidge, B. S. & Hopson, J. A. A new anomodont therapsid from South Africa
and its bearing on the ancestry of Dicynodontia. S. Afr. J. Sci. 86, 43–45
(1990).

6. Shubin, N. H. & Sues, H. D. Biogeography of early Mesozoic continental
tetrapods: patterns and implications. Paleobiology 17, 214–230 (1991).

7. Rubidge, B. S. New South African fossil links with the earliest mammal-like
reptile (therapsid) faunas from Russia. S. Afr. J. Sci. 89, 460–461 (1993).

8. Rubidge, B. S. Biostratigraphy of the Beaufort Group (Karoo Supergroup).
Biostratigraphic Ser. 1, 1–46 (1995).

9. Sidor, C. A. & Welman, J. A second specimen of Lemurosaurus pricei
(Therapsida: Burnetiamorpha). J. Vert. Paleontol. 23, 631–642 (2003).

10. Smith, R. M. H., Rubidge, B. S. & Sidor, C. A. A new burnetiid (Therapsida:
Biarmosuchia) from the upper Permian of South Africa and its biogeographic
implications. J. Vert. Paleontol. 26, 331–343 (2006).

11. Cisneros, J. C. et al. Carnivorous dinocephalian from the Middle Permian of
Brazil and tetrapod dispersal in Pangaea. Proc. Natl Acad. Sci. 109, 1584–1588
(2012).

12. Tucker, M. E. & Benton, M. J. Triassic environments, climates and reptile
evolution. Palaeogeogr. Palaeoclimatol. Palaeoecol. 40, 361–379 (1982).

13. Modesto, S. P. & Rybczynski, N. in The Age of the Dinosaurs in Russia and
Mongolia (eds Benton, M. J., Shishkin, M. A., Unwin, D. M., Kurochkin, E. N.)
pp. 17–35 (Cambridge Univeristy Press, Cambridge, 2000).

14. Sidor, C. A. et al. Permian tetrapods from the Sahara show climate-controlled
endemism in Pangaea. Nature 434, 886–889 (2005).

15. Ezcurra, M. D. Biogeography of Triassic tetrapods: evidence for provincialism
and driven sympatric cladogenesis in the early evolution of modern tetrapod
lineages. Proc. R. Soc. B 277, 2547–2552 (2010).

16. Whiteside, J. H., Grogan, D. S., Olsen, P. E. & Kent, D. V. Climatically driven
biogeographic provinces of Late Triassic tropical Pangea. Proc. Natl Acad. Sci.
108, 8972–8977 (2011).

17. Brusatte, S. L. et al. First record of Mesozoic terrestrial vertebrates from
Lithuania: phytosaurs (Diapsida: Archosauriformes) of probable Late Triassic
age, with a review of phytosaur biogeography. Geol. Mag. 150, 110–122
(2013).

18. Sidor, C. A. The vertebrate fauna of the Upper Permian of Niger–VIII.
Nigerpeton ricqlesi (Temnospondyli: Cochleosauridae) and tetrapod
biogeographic provinces. C. R. Palevol. 12, 463–472 (2013).

19. Sidor, C. A. et al. Provincialization of terrestrial faunas following the end-
Permian mass extinction. Proc. Natl Acad. Sci. 110, 8129–8133 (2013).

20. Brocklehurst, N., Day, M. O., Rubidge, B. S. & Fröbisch, J. Olson’s extinction
and the latitudinal biodiversity gradient of tetrapods in the Permian.
Proc. R. Soc. B 284, 20170231 (2017).

21. Button, D. J., Lloyd, G. T., Ezcurra, M. D. & Butler, R. J. Mass extinctions
drove increased global faunal cosmopolitanism on the supercontinent
Pangaea. Nat. Comm. 8, 733 (2017).

22. Angielczyk, K. D. & Kurkin, A. A. Phylogenetic analysis of Russian Permian
dicynodonts (Therapsida: Anomodontia): implications for Permian

biostratigraphy and Pangaean biogeography. Zool. J. Linn. Soc. 139, 157–212
(2003).

23. Modesto, S. P., Scott, D. M. & Reisz, R. R. A new parareptile with temporal
fenestration from the Middle Permian of South Africa. Can. J. Earth Sci. 46,
9–20 (2009).

24. Liu, J., Rubidge, B. S. & Li, J. New basal synapsid supports Laurasian origin
for therapsids. Acta Palaeontol. Pol. 54, 393–400 (2009).

25. Tsuji, L. A., Müller, J. & Reisz, R. R. Microleter mckinzieorum gen. et sp. nov.
from the Lower Permian of Oklahoma: the basalmost parareptile from
Laurasia. J. Syst. Palaeontol. 8, 245–255 (2010).

26. Cleal, C. J. et al. Late Moscovian terrestrial biotas and palaeoenvironments
of Variscan Euramerica. Neth. J. Geosci. 88, 181–278 (2009).

27. Kessler, J. L. L., Soreghan, G. S. & Wacker, H. Equatorial aridity in western
Pangaea: Lower Permian loessite and dolomitic palaeosols in northeastern
New Mexico. J. Sediment. Res. 71, 817–832 (2001).

28. Rees, P. M. et al. Permian phytogeographic patterns and climate data/model
comparisons. J. Geol. 110, 1–31 (2002).

29. Tabor, N. J. & Poulsen, C. J. Palaeoclimate across the Late
Pennsylvanian–Early Permian tropical palaeolatitudes: a review of climate
indicators, their distribution and relation to palaeophysiographic climate
factors. Palaeogeogr. Palaeoclim. Palaeoecol. 268, 293–310 (2008).

30. Izart, A. F. et al. Palaeoclimate reconstruction from biomarker geochemistry
and stable isotopes of n-alkanes from Carboniferous and Early Permian humic
coals and limnic sediments in western and eastern Europe. Org. Geochem. 43,
125–149 (2012).

31. Roscher, M. & Schneider, J. W. Permo-Carboniferous climate: Early
Pennsylvanian to Late Permian climate development of central Europe
in a regional and global context. Geol. Soc. Lond. Spec. Publ. 265, 95–136
(2006).

32. DiMichele, W. A., Tabor, N. J., Chaney, D. S. & Nelson, W. J. 2006. From
wetlands to wet spots: environmental tracking and the fate of Carboniferous
elements in Early Permian tropical floras. Geol. Soc. Spec. Pap. 399, 223–248
(2006).

33. DiMichele, W. A., Montanez., I. P., Poulsen, C. J. & Tabor, N. 2009. Climate
and vegetational regime shifts in the late Paleozoic ice age earth. Geobiology 7,
200–226 (2009).

34. Cascales‐Miñana, B. & Cleal, C. J. The plant fossil record reflects just two great
extinction events. Terra Nova 26, 195–200 (2014).

35. Cascales-Miñana, B., Diez, J. B., Gerrienne, P. & Cleal, C. J. A palaeobotanical
perspective on the great end-Permian biotic crisis. Hist. Biol. 28, 1066–1074
(2016).

36. Sahney, S., Benton, M. J. & Falcon-Lang, H. J. Rainforest collapse triggered
Carboniferous tetrapod diversification in Euramerica. Geology 38, 1079–1082
(2010).

37. Montanez, I. P. et al. CO2-forced climate and vegetation instability during
Late Paleozoic deglaciation. Science 315, 87–91 (2007).

38. Dewey, J. F. Plate tectonics and the evolution of the British Isles. J. Geol. Soc.
139, 371–412 (1982).

39. Badham, J. P. N. Strike-slip orogens—an explanation for the Hercynides.
J. Geol. Soc. 139, 493–504 (1982).

40. Rowley, D. B. et al. Carboniferous paleogeographic, phytogeographic, and
paleoclimatic reconstructions. Int. J. Coal Geol. 5, 7–42 (1985).

41. Dunne, E. M. et al. Diversity change during the rise of tetrapods and the
impact of the ‘Carboniferous rainforest collapse’. Proc. R. Soc. B 285, 20172730
(2018).

42. Modesto, S. P., Flear, V. J., Dilney, M. M. & Reisz, R. R. A large moradisaurine
tooth plate from the Lower Permian of Texas and its biostratigraphic
implications. J. Vert. Paleontol. 36, e1221832 (2016).

43. Wignall, P. B. et al. Volcanism, mass extinction, and carbon isotope
fluctuations in the Middle Permian of China. Science 324, 1179–1182
(2009).

44. Jerram, D. A. et al. Submarine palaeoenvironments during Emeishan flood
basalt volcanism, SW China: implications for plume–lithosphere interaction
during the Capitanian, Middle Permian (‘end Guadalupian’) extinction event.
Palaeogeogr. Palaeoclimatol. Palaeoecol. 441, 65–73 (2015).

45. Bond, D. P. G. et al. The Middle Permian (Capitanian) mass extinction on
land and in the oceans. Earth Sci. Rev. 102, 100–116 (2010).

46. Davydov, V. Late Paleozoic Climate: Constraints on warming and cooling
from the benthic foraminifera record. Joint Meeting of The Geological Society
of America, Soil Science Society of America, American Society of Agronomy,
Crop Science Society of America, Gulf Coast Association of Geological Societies
with the Gulf Coast Section of SEPM Houston, Texas, (2008).

47. Day, M. O. et al. When and how did the terrestrial mid-Permian mass
extinction occur? Evidence from the tetrapod record of the Karoo Basin, South
Africa. Proc. R. Soc. B 282, 20150834 (2015).

48. Stevens, L. G., Hilton, J., Bond, D. P., Glasspool, I. J. & Jardine, P. E.
Radiation and extinction patterns in Permian floras from North China as
indicators for environmental and climate change. J. Geol. Soc. 168, 607–619
(2011).

NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-018-07623-x ARTICLE

NATURE COMMUNICATIONS |          (2018) 9:5216 | https://doi.org/10.1038/s41467-018-07623-x | www.nature.com/naturecommunications 11

www.nature.com/naturecommunications
www.nature.com/naturecommunications


49. Rey, K. et al. Global climate perturbations during the Permo-Triassic mass
extinctions recorded by continental tetrapods from South Africa. Gondwana
Res. 37, 384–396 (2016).

50. Hmich, D., Schneider, J. W., Saber, H., Voigt, S. & El Wartiti, M. New
continental Carboniferous and Permian faunas of Morocco: implications for
biostratigraphy, palaeobiogeography and palaeoclimate. Geol. Soc. Lond. Spec.
Publ. 265, 297–324 (2006).

51. Baum, B. R. Combining trees as a way of combining data sets for phylogenetic
inference, and the desirability for combining gene trees. Taxon 41, 1–10 (1992).

52. Ragan, M. A. Phylogenetic inference based on matrix representation of trees.
Mol. Phylogenet. Evol. 1, 53–58 (1992).

53. Salamin, N., Hodkinson, T. R. & Savolainen, V. Building supertrees: an
empirical assessment using the grass family (Poaceae). Syst. Biol. 51, 134–150
(2002).

54. Goloboff, P. A., Farris, J. S. & Nixon, K. C. TNT, a free program for
phylogenetic analysis. Cladistics 24, 774–778 (2008).

55. Lloyd, G. T., Bapst, D. W., Friedman, M. & Davis, K. E. Probabilistic
divergence time estimation without branch lengths: dating the origins of
dinosaurs, avian flight and crown birds. Biol. Lett. 12, 20160609 (2016).

56. Hedman, M. M. Constraints on clade ages from fossil outgroups. Paleobiology
36, 16–31 (2010).

57. R Development Core Team. R: a language and environment for statistical
computing (R Foundation for Statistical Computing, Vienna, 2016).

58. Betancur, R. R., Ortí, G. & Pyron, R. A. Fossil‐based comparative analyses
reveal ancient marine ancestry erased by extinction in ray‐finned fishes. Ecol.
Lett. 18, 441–450 (2015).

59. Matzke, N. J. Model selection in historical biogeography reveals that founder-
event speciation is a crucial process in island clades. Syst. Biol. 63, 951–970
(2014).

60. Ronquist, F. Dispersal-vicariance analysis: a new approach to the
quantification of historical biogeography. Syst. Biol. 46, 195–203 (1997).

61. Landis, M. J., Matzke, N. J., Moore, B. R. & Huelsenbeck, J. P. Bayesian
analysis of biogeography when the number of areas is large. Syst. Biol. 62,
789–804 (2013).

62. Arthaud, F. & Matte, P. Late Paleozoic strike-slip faulting in southern Europe
and northern Africa: Result of a right-lateral shear zone between the
Appalachians and the Urals. Geol. Soc. Am. Bul. 88, 1305–1320 (1977).

63. Şengör, A. C. & Atayman, S. The Permian extinction and the Tethys: an
exercise in global geology. Geol. Soc Am. Spec Paper 448 1–97 (2009).

64. Lucas, S. G. Global Permian tetrapod biostratigraphy and biochronology. Geol.
Soc. Lond. Spec. Pub 265, 65–93 (2006).

65. Lucas, S. G. Traces of a Permian Seacoast: Prehistoric Trackways National
Monument. (New Mexico Museum of Natural History and Science,
Albuquerque, New Mexico, USA, 2011).

66. Ronquist, F. Phylogenetic approaches in coevolution and biogeography. Zool.
Scr. 26, 313–322 (1998).

67. Sanmartín, I. & Ronquist, F. New solutions to old problems: widespread taxa,
redundant distributions and missing areas in event–based biogeography.
Anim. Biodivers. Conserve 25, 75–93 (2002).

68. Upchurch, P. & Hunn, C. A. “Time”: the neglected dimension in cladistics
biogeography. Geobios 35, 277–286 (2002).

69. Ree, R. H. & Sanmartin, I. Conceptual and statistical problems with the DEC+ J
model of founder-event speciation and it comparison with DEC via model
selection. J. Biogeogr. 45, 741–749 (2018). (In Press)

70. Ree, R. H. & Smith, S. Maximum likelihood inference of geographic range
evolution by dispersal, local extinction, and cladogenesis. Syst. Biol. 57, 4–14
(2008).

Acknowledgements
We are grateful to Richard J. Butler and Graeme T. Lloyd for their helpful comments
and discussion. The research of N.B. and J.F. was funded by Deutsche For-
schungsgemeinschaft grant number FR 2457/5-1 awarded to J.F. The research of E.M.D.
and D.D.C. was funded by the European Union’s Horizon 2020 research and innovation
programme 2014–2018 under grant agreement 637483 (ERC Starting Grant TERRA to
Richard J. Butler).

Author contributions
N.B., E.M.D. and D.D.C. collected data. N.B. designed and carried out analyses. N.B.,
E.M.D., D.D.C. and J.F. contributed to the writing of the manuscript.

Additional information
Supplementary Information accompanies this paper at https://doi.org/10.1038/s41467-
018-07623-x.

Competing interests: The authors declare no competing interests.

Reprints and permission information is available online at http://npg.nature.com/
reprintsandpermissions/

Publisher’s note: Springer Nature remains neutral with regard to jurisdictional claims in
published maps and institutional affiliations.

Open Access This article is licensed under a Creative Commons
Attribution 4.0 International License, which permits use, sharing,

adaptation, distribution and reproduction in any medium or format, as long as you give
appropriate credit to the original author(s) and the source, provide a link to the Creative
Commons license, and indicate if changes were made. The images or other third party
material in this article are included in the article’s Creative Commons license, unless
indicated otherwise in a credit line to the material. If material is not included in the
article’s Creative Commons license and your intended use is not permitted by statutory
regulation or exceeds the permitted use, you will need to obtain permission directly from
the copyright holder. To view a copy of this license, visit http://creativecommons.org/
licenses/by/4.0/.

© The Author(s) 2018

ARTICLE NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-018-07623-x

12 NATURE COMMUNICATIONS |          (2018) 9:5216 | https://doi.org/10.1038/s41467-018-07623-x | www.nature.com/naturecommunications

https://doi.org/10.1038/s41467-018-07623-x
https://doi.org/10.1038/s41467-018-07623-x
http://npg.nature.com/reprintsandpermissions/
http://npg.nature.com/reprintsandpermissions/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
www.nature.com/naturecommunications

	Physical and environmental drivers of Paleozoic tetrapod dispersal across Pangaea
	Results and Discussion
	Dispersal and vicariance rates
	Late Carboniferous dispersal patterns
	Late Permian dispersal patterns
	Conclusions

	Methods
	Supertree construction
	BioGeoBEARS
	Treefitting and the area-adjacency matrix
	Founder-event speciations
	Stochastic mapping to infer dispersal and vicariance rates
	Code availability

	References
	References
	Acknowledgements
	Author contributions
	Competing interests
	Electronic supplementary material
	ACKNOWLEDGEMENTS




