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Abstract. Ecologists are increasingly using the fossil record of mass extinction to build
predictive models for the ongoing biodiversity crisis. During mass extinctions, major
depletions in global (i.e., gamma) diversity may reflect decrease in alpha diversity (i.e., local
assemblages support fewer taxa), and/or decrease in beta diversity (such that similar pools of
taxa are common to a greater number of local areas). Contrasting the effects of extinction on
alpha and beta diversity is therefore central to understanding how global richness becomes
depleted over these critical events. Here we investigate the spatial effects of mass extinction by
examining changes in alpha, beta, and gamma diversity in brachiopod communities over both
pulses of Ordovician-Silurian extinction (~445.2 and ~438.8 million years ago), which had
dramatically different causal mechanisms. We furthermore reconstruct geographic range sizes
for brachiopod genera to test competing models for drivers of beta diversity change. We find
that: (1) alpha and beta diversity respond differently to extinction; (2) these responses differ
between pulses of extinction; (3) changes in beta diversity associated with extinction are
accompanied by changes in geographic range size; and (4) changes in global beta diversity
were driven by the extinction of taxa with statistically small and large ranges, rather than
range expansion/contraction in taxa that survive into the aftermath. A symptom of ongoing
biotic crisis may therefore be the extinction of specific narrow- or wide-ranging taxa, rather
than the global proliferation of opportunistic and “disaster” forms. In addition, our results
illustrate that changes in beta diversity on these longer timescales may largely be dictated by
emplacement and removal of barriers to dispersal. Lastly, this study reinforces the utility of
the fossil record in addressing questions surrounding the role of global-scale processes (such as

mass extinctions) in sculpting and assembling regional biotas.
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INTRODUCTION

Mass extinctions have a profound effect on the history
of life. These are commonly studied in terms of the rise
and fall of major taxonomic groups (e.g., Jablonski
1986a, Sepkoski 1986, Erwin 1993) and shifts in basic
ecological systems (e.g., (Bambach et al. 2002, Wagner
et al. 2006). By contrast, paleontologists have paid less
attention to the effects of mass extinction on the spatial
organization of biota (Jablonski 2001, 2008) despite the
fact that studies focused on the current biodiversity
crisis show strong biogeographic patterns to ecological
stress (Parmesan et al. 1999, Scott et al. 2002, Thomas
2010). In the context of this crisis (the “6th mass
extinction” [see Erwin 2009, Barnosky et al. 2011,
Harnik et al. 2012, Honisch et al. 2012, Hull and
Darroch 2013]), both ecologists and paleontologists
focusing on conservation and monitoring efforts require
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historical data pertaining to how (and on what scales)
these biogeographic changes will become manifest.
Examining biogeographic changes over intervals of
mass extinctions in the fossil record are therefore an
invaluable and underused source of information (Ja-
blonski 2001).

One of the most basic biogeographic patterns is beta
diversity, i.e., the variation in taxonomic composition
across space (Whittaker 1960). In the simplest formu-
lations, beta diversity is the ratio between global richness
(gamma diversity), and local richness (alpha diversity).
More recently, beta diversity has been used to describe
rates and patterns of ecological differentiation at any
given scale, and is central to addressing processes
underlying the formation of local and regional biotas.
Correspondingly, beta diversity studies already underpin
much of conservation theory and practice (McKnight et
al. 2007). Studies examining changes in beta diversity
through time are less common, and typically investigate
change on relatively short temporal scales (i.e., 10'=10?
years; see Collins et al. 2000, Korhonen et al. 2010).
Although these studies are extremely valuable, there is
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Composite figure illustrating the time interval studied (official stage nomenclature and radiometric ages from ICS

stratigraphic chart, see Cohen et al. [2013]; dates are million years ago [mya]), schematic sea level, and isotope profiles (data from
Copenhagen Canyon, Nevada), and duration of glaciated intervals, with pulses of extinction marked as multi-pointed stars. Figure

modified from Brenchley et al. (2003).

still a need to investigate changes on longer geological
and evolutionary timescales (see Davis 2005, Gaston et
al. 2007, Belmaker et al. 2008, Buckley and Jetz 2008,
Darroch et al. 2014), especially given the recognition
that spatial patterns in biodiversity have been profound-
ly influenced by large-scale ecological, historical, and
evolutionary processes (Ricklefs 2004, Harrison and
Cornell 2008, Thomas 2010), and mass extinctions in
particular (Jablonski 2008). During extinctions, the
shifts in gamma diversity measured by paleontologists
might reflect different responses of alpha and beta
diversity (e.g., Sepkoski 1988); on one extreme, alpha
diversities might generally drop without beta diversity
changing, whereas on another extreme beta diversity
might decrease while alpha diversities remain un-
changed. Paleontological studies provide many exam-
ples of decreased alpha diversity in association with
mass extinctions (e.g., Twitchett 2006, Webb and
Leighton 2011). However, few studies of mass extinc-
tions quantify changes in beta diversity. Quantifying
beta diversity is therefore central to assessing different
ideas for why global diversity decreases.

Geographic range size is an ecological property of
taxonomic groups, linked with beta diversity (e.g.,
Darroch et al. 2014), which also has implications for
extinction studies. Previous studies (Jablonski and Hunt
2006, Payne and Finnegan 2007, Foote et al. 2008,
Jablonski 2008) indicate that extinction risk rises as
range size decreases, such that across extinction events
taxa with smaller ranges tend to be more severely
affected than those with larger ranges. In tandem with
this, post-extinction rebounds are associated with

“blooms” of opportunistic and generalistic taxa that
proliferate in response to the removal of incumbents and
relative ecological “specialists” (e.g., Harries et al. 1996,
Rodland and Bottjer 2001, Twitchett 2006). Both of
these processes could potentially produce changes in
overall patterns of beta diversity at any given scale.
The End-Ordovician (445.2—443.8 mya [million years
ago]) mass extinction occurred in two distinct pulses,
that are both associated with periods of rapid climate
change (Brenchley et al. 1994, 1995, 2003; see Fig. 1).
The changes in climate and ocean state over this interval
are thought to resemble those occurring in the present
day (e.g., Armstrong 2007), and so can be used as a
modern analogue for predicting the responses of biota to
continuing global change. The first pulse at the onset of
the Hirnantian (~445.2 million years ago) coincides
with the onset or intensification of ice accumulation,
which led to a ~100-m sea level fall, widespread
occurrences of oceanic anoxia in paleotropical and
subtropical localities (Melchin et al. 2013), and up to
6°C cooling (Brenchley et al. 1994, Sheechan 2001,
Finnegan et al. 2011). These processes likely drove
extinction by a combination of habitat loss in shallow
epicontinental seaways, thermal stress from rapid
cooling, and deep-water anoxia (Finnegan et al. 2011,
2012, Hammarlund et al. 2012, Hull and Darroch 2013).
During the Hirnantian, a widespread eponymous
Hirnantia fauna occurs all over the globe, suggesting
that beta diversity was extremely low after the first
extinction pulse (Temple 1965, Wright 1968). The
second pulse of extinction coincides with the termination
of peak glaciation, pronounced global warming, and re-
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flooding of continental seaways (Brenchley et al. 2003,
Hammarlund et al. 2012). The causal mechanisms of this
second pulse are less clear than those of the first pulse
(Finnegan et al. 2012), although changing depth
distribution of anoxic bottom waters is a suggested kill
mechanism (Bambach 2006, Zhang et al. 2009, Melchin
et al. 2013). More recently, data from nitrogen isotopes
indicate that both pulses of extinction were influenced
by redox-driven changes in nutrient cycling and primary
production (Melchin et al. 2013). This interval therefore
provides an ideal opportunity to compare the spatial
fabric of extinction and recovery in response to different
sources of environmental stress.

Brachiopods represent one of the best-studied and
most ubiquitous marine invertebrate groups during this
interval. Consequently, in this study we use Ordovician-
Silurian brachiopod data to ask: (1) do alpha and beta
diversity behave in similar fashion over an interval of
extinction? (2) Do the responses of alpha and beta
diversity change between pulses of extinction with
different causal mechanisms? (3) Are changes in beta
diversity associated with significant shifts in geographic
range size? (4) If beta diversity decreases after extinction
intervals, to what extent is this decrease driven by the
extinction of taxa with small/large ranges? Alternatively,
to what extent is decrease driven by the expanded ranges
of surviving taxa, for which the new environments
represent ecological opportunity (hereafter referred to
the “extinction” and “expansion” hypotheses, respec-
tively)? And finally, (5) Does variation in sampling
intensity over time and over biogeography affect our
ideas about the interplay between alpha, beta, and
gamma diversity?

Addressing these questions using the fossil record of
mass extinction has the potential to aid in identifying the
biogeographic symptoms of ecological crisis, albeit on
longer than human timescales. Specifically, these data
help in linking change in biogeographical patterns with
specific processes, and identifying spatial scales (i.c.,
local, regional, global) at which changes in beta diversity
in the modern oceans may be easily detected.

DATA AND METHODS
Occurrences, collections, and formations

We use brachiopod occurrence data spanning the late
Ordovician to middle Silurian from the Paleobiology
Database (Holland et al. 2013).* Our analyses use 10961
occurrences from 2422 collections (i.e., particular
fossiliferous localities) from 265 formations. These
occurrences yield 433 genera from 127 families. Because
we use genera as our metric of “shared taxa” and to
avoid possible issues of over-splitting or over-lumping of
species within genera, we count only one occurrence per
genus per collection. This reduces the total occurrences
to 10234. A total of 182 references contributed to these

4 http://www.paleobiodb.org/
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occurrences, with the most prominent including Holland
and Patzkowsky (2007), Layou (2009), Cooper and
Prouty (1943), Liberty (1968), Klingensmith (2011),
Gillette (1947), and Hurst and Pickerill (1986) (see the
Appendix for remaining citations).

We include occurrences without species identifications
(e.g., “Rhynchonella sp.”) Such occurrences might
reduce extinction and origination rates over time
(Wagner et al. 2007), as “genus sp.” assignments often
reflect nonexperts putting specimens into wastebasket
genera. Correspondingly, this practice could artificially
clevate similarities among formations if confamilial
species are lumped into the type genus (e.g., specimens
of the Orthidae being counted as “Orthis sp.” However,
this will affect our results only if “casual taxonomy” is
more common in some intervals than others. There is no
prior reason to think this: brachiopods are thoroughly
studied throughout the Paleozoic for a host of reasons,
and the same individuals frequently classify both
Ordovician and Silurian brachiopods. Moreover, be-
cause the intervals in question have been subject to more
intense scrutiny than other intervals, this might even
introduce a conservative bias: “casual” taxonomy
elevating beta diversity should be more typical of
“background” intervals rather than the ones immedi-
ately preceding and following extinctions.

We use stratigraphic formations as our units of beta-
diversity comparison (see Peters and Foote 2001).
Formations represent the most fundamental unit in
stratigraphy, and ideally an individual formation
represents a discrete environment in space and time
similar to a modern biome. Realistically, this is not
always the case: formations sometimes are over “split”
because of historical contingencies (e.g., geopolitical
boundaries) or over “lumped” due to lack of investiga-
tion (Peters and Foote 2001, Benton et al. 2013).
However, this creates a problem for our analysis only
if formations in individual substages differ wildly in their
diagnostic criteria. Our formation data are vetted
extensively, with two primary “corrections.” First, we
standardize the formation taxonomy. In many cases,
this simply involves providing a single name for
formations with multiple spellings. In other cases, we
replace outdated formation names with current “senior
synonyms.” Many different workers have considered
some rock units to be both formations and members
within formations. We standardize those to one status or
the other based on the most recent opinions we could
find. Second, we correct the chronostratigraphic assign-
ments of many formations (or localities within forma-
tions). In most cases, the disagreements reflect historical
changes between regional chronostratigraphic scales
(e.g., those for North America or Europe) and global
chronostratigraphic scales (see Gradstein et al. 2012). In
other cases, the original publication uses age assign-
ments that subsequent chronostratigraphic work has
changed.
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We partition the data into chronological ages
(=stratigraphic stages): the Sandbian, Katian, Hirnan-
tian, Rhuddanian, Aeronian, and Telychian (Fig. 1).
Because the Katian stage is appreciably longer in
duration than the other five stages, we split that stage
into lower (“Katian-1") and upper (“Katian-2") subdi-
visions, with the latter corresponding to the Amorphog-
nathus conodont zone (see Gradstein et al. 2012). Our
resulting chronostratigraphic time slices nonetheless
vary slightly in terms of overall duration; the longest
(Sandbian) lasts ~5.3 million years, while the shortest
(Hirnantian) lasts ~2.1 million years.

Accounting for unequal sampling over time and space

It is well known that sampling from the fossil record
varies over time (Raup 1972, 1976, Foote 2001) and
space (Smith 2001, McGowan and Smith 2008, Dunbhill
et al. 2012). There are two basic ways in which variable
sampling affects diversity estimates that we use here.
One is that as sampling intensity of specimens and
localities increases, observed alpha diversity within
formations or other assemblages (Hurlbert 1971) and
observed gamma diversity within substages also will
increase (Alroy 1996, 2010, Miller and Foote 1996,
Connolly and Miller 2001). Sampling intensity also
affects observed beta diversity by affecting the observed
shared taxa between two formations, particularly if
shared taxa tend to be rare in one or both assemblages
(Chao et al. 2000).

Sampling also can vary among different biogeograph-
ic regions in the same time interval (e.g., Vilhena and
Smith 2013, Wagner and Marcot 2013). Suppose that
Regions A and B have similar numbers of formations in
Interval 1 but that Region A has many more formations
than Region B in Interval 2. Even if individual taxa have
independent bounds on their ranges, spatial autocorre-
lation still predicts that formations from Region A
should share more taxa with each other than they do
with formations in Region B (see Nekola and White
1999, Lyons 2005, Dormann et al. 2007, Soininen et al.
2007, Belmaker et al. 2008, Qian et al. 2009). Thus, if we
randomly sample X formations from both Intervals 1
and 2, then we frequently will sample a greater
proportion of geographically adjacent formations and
thus taxonomically similar formations from Interval 2.
This in turn will artificially decrease average beta
diversity among formations in Intervals 2. As a
corollary, this will also depress gamma diversity in
Interval 2 simply because of “redundant” sampling of
similar faunas.

Both of these sampling issues affect our data. Both
numbers of occurrences and numbers of collections
(=localities) vary substantially from one stage to the next
(Appendix: Fig. Al-A). Numbers of formations also
vary over time, but unlike occurrences and localities,
there is not a particularly strong correlation between
formations and either localities or occurrences (Appen-
dix: Fig. A1-B). In particular, Katian-1 and Katian-2
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both average many more occurrences and localities per
formation than in other intervals. Moreover, the average
distance between formations (as given by the centroid of
all localities within a formation) also varies considerably
over time (Appendix: Fig. A3). Katian-1, in particular,
shows particularly closely clustered formations with
similar faunas. Conversely, intervals such as the
Hirnantian and Rhuddanian show a greater proportion
of geographically distant formations. As seen in studies
of modern communities (e.g., Belmaker et al. 2008,
Morlon et al. 2008), faunal dissimilarities between
formations typically increase as distances between
formations increase (Appendix: Fig. A4).

We use a two-tiered subsampling routine to accom-
modate variable sampling over time and space. Many of
the well-sampled formations considered in this study
possess between 10 and 20 occurrences; we therefore first
randomly subsample (without replacement) 6 forma-
tions with a minimum of 10 occurrences or 5 formations
with a minimum of 15 occurrences (hereafter referred to
as “6-by-10” and “5-by-15" analyses, respectively). To
accommodate different sampling intensities among
formations, we then subsample 8 occurrences from the
6-by-10 formations, and 13 occurrences from the 5-by-
15 formations. In this fashion, we can guarantee that
identical samples are never repeatedly taken from
formations (even those with exactly 10 or 15 occurrenc-
es). We repeat these subsampling routines for 500
iterations, and calculate the average alpha diversity
from each formation, the average beta diversity among
formations, and the average gamma diversity from all 5
or 6 formations (see Diversity metrics). Raw diversity
patterns for the entire data set are seen in just those
formations used in the 6-by-10 or even 5-by-15 analyses:
for example, global gamma diversity patterns are
essentially the same (Appendix: Fig. A2). Thus, our
analyses are not predisposed to showing radically
different results simply because we are excluding major
portions of the data.

We accommodate spatial autocorrelation by repeating
these analyses so that formations were subsampled only
if each of the 5 or 6 formations was 500 or 1000 km
apart from the other 4 or 5 subsampled formations (see
Appendix: Fig. AS5). We calculate distances between
formations based on the centroids of the paleolatitudes
and paleolongitudes of the localities (collections) within
those formations. Paleolatitudes and paleolongitudes
themselves are based on continental reconstructions for
the Late Ordovician and Early Silurian utilized by the
Paleobiology Database® (see also, Scotese [2011]).

Diversity metrics

We calculate alpha diversity as the average number of
unique genera found from each formation after sub-
sampling. We calculate gamma diversity in two ways.

5 http://paleobiodb.org/navigator/
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One is simply the total number of genera subsampled
over all 5 or 6 formations. The second is the Chao-2
estimate of “true” richness based on numbers of taxa
with 1, 2, 3, etc., occurrences (Chao 1984, 1987, Chao
and Lee 1992) based on all occurrences from the 5 or 6
subsampled formations. We measure beta diversity
using Simpson’s dissimilarity metric (Bsi, [Simpson
1960]). Simpson’s beta represents turnover independent
of nestedness (Baselga 2010), and is robust to gradients
in richness (Koleff et al. 2003). In each subsampling, we
calculate s, in two ways. First, we calculated beta
diversity among subsampled formations using mean
pairwise Bgiy, dissimilarity. Here, shared richness and
observed richness for Formations A and B were based
on 8 of 10+ or 13 of 15+ subsampled occurrences. In
addition, we use Chao et al.’s (2005) extrapolations of
faunal similarity based on estimates of true shared
richness and true total richness for two assemblages
given the distributions of observed shared and unshared
taxa with single and duplicate occurrences.

Geographic ranges of taxa

We first project all unique paleolatitude and paleo-
longitude coordinates for all brachiopod-bearing collec-
tions in our database into the Behrmann equal-area
projection; we then calculate area of geographic range
using a convex-hull algorithm (Fig. 2; see also Darroch
et al. 2014). Range-size estimates are sensitive to
changes in sampling effort; because range size estimates
are unreliable when few collections are sampled, we use
only genera with >4 occurrences in each interval. Range
size estimates calculated using this method are also
sensitive to unequal sampling of geographic areas
through time; we therefore use a null model in which
the observed number of records for each genus within a
time slice are randomly assigned to sites. Observed range
size is then compared to the results of 1000 permutations
of the null model and an effect size calculated as
standard normal deviations of observed values from the
null. Using this framework, range sizes that fall more
than two standard deviations (either positive or nega-
tive) away from mean value of the null model are
therefore significant, being statistically smaller, or
larger, than expected from random occupation of
localities (Darroch et al. 2014).

We test whether changes in beta diversity are driven
by the removal of small-/large-ranged taxa, or alterna-
tively by sudden range expansion/contraction in oppor-
tunistic “disaster” taxa (the “extinction,” and
“expansion” hypotheses, respectively). To do this we
examine the range size trajectories of individual genera
through the studied interval; we split treated genera into
“Ordovician fauna” (i.e., genera with stratigraphic
ranges beginning in the Ordovician), “Hirnantia fauna”
(as defined by Rong and Harper 1988), and “Silurian
fauna” (genera with stratigraphic ranges beginning in
the Silurian). The “extinction” hypothesis predicts a
change in mean range size (and consequently change in
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beta diversity) over extinction boundaries due to the
removal of genera with small or large ranges belonging
to the Ordovician fauna. It also allows us to assess
whether changes in the geographic ranges of individual
genera are associated with major change in beta
diversity. The “expansion” hypothesis predicts change
in mean range size either due to dramatic range size
expansion or contraction in members of the Ordovician
fauna, or the appearance of members with small or large
ranges of the “Hirnantia” or “Silurian” faunas.

All analyses were performed using the statistical
software R (R Development Core Team 2010) and
programs written by the authors in C.

RESULTS

The subsampled and unsubsampled analyses show
key differences in alpha and beta diversity patterns (see
Fig. 3 and Figs. 4-6). In terms of alpha diversity, the
raw data recover decrease in alpha over both pulses of
extinction, but also decrease from the Rhuddanian into
the Aeronian (i.e., delayed recovery), before minor
increase in the Telychian. Subsampled analyses recover
the same basic pattern when sampling 8 of 10+
occurrences. However, subsampling 13 of 15+ occur-
rences (i.e., more intensive sampling) suggests that alpha
diversity is lowest in the Rhuddanian, and recovers to
pre-extinction levels through the Aeronian and Tely-
chian. Differences between subsampled and “raw”
analyses are more severe when looking at beta; the raw
data recover large decreases in beta diversity over both
pulses of extinction, followed by recovery from the
Rhuddanian onwards. Subsampled analyses, however,
reveal a very different pattern. After accounting for
spatial autocorrelation (i.e., only using formation
centroids 500+ km apart), beta diversity decreases over
the first pulse of extinction, but then increases sharply
over the second, before peaking in the Aeronian and
decreasing into the Telychian.

Focusing purely on the subsampled results, the
different subsampling routines reveal two strong patterns
for gamma diversity related to geography and sampling
(Fig. 4; see also Appendix: Fig. A6). One is that
geography has a much greater effect on subsampled
richness from the Sandbian and Katian than it does on
the Hirnantian through Aeronian. As we limit subsam-
ples to distant formations, subsampled richness increases
much more in the Sandbian and Katian (particularly in
the Katian-1) than it does in the Hirnantian through the
Aeronian (see Appendix: Table Al listing first differences
in mean calculated diversity indices between successive
stages). Similarly, increasing the sampling of individual
formations has a much greater effect on subsampled
richness from the Sandbian and Katian than it does on
the Hirnantian through Aeronian. Increasing subsam-
pling from 8 of 10+ occurrences to 13 of 15+ occurrences
increases generic richness in the Sandbian and Katian
genera much more markedly than it does in the
Hirnantian, Rhuddanian, or Aeronian. Using the
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Reconstructions from Scotese (2011).

Chao-2 estimators of richness yield patterns intermediate
between the raw and subsampled patterns (Appendix:
Fig. A6); Rhuddanian richness is again lower than
Hirnantian richness, but not as drastically decreased as
the raw data imply. Thus, decreases in generic richness

after the Katian are much steeper when we sample more
occurrences and restrict sampling of those occurrences to
distant formations. Under all analyses, brachiopods
return to pre-Hirnantian gamma diversity by the
Telychian (~438.5-433.4 million years ago).
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Both sampling intensity and breadth of geographic
sampling also affect alpha diversity (Fig. 5). Subsam-
pling 13 occurrences in the 5-by-15 analyses instead of 8
occurrences in the 6-by-10 analyses increases alpha
diversity somewhat more for Sandbian and Katian
formations than it does for Hirnantian, Rhuddanian,
and Aeronian formations. However, when formations
are all 500+ or 1000+ km apart, this effect increases, so
that the biggest differences between pre-Hirnantian and
post-Katian alpha diversity are found when subsam-
pling 13 of 15+ occurrences from 5 formations 1000+
km apart. Under all analyses, alpha diversity rebounds
to pre-Hirnantian levels by the Telychian.

After subsampling and controlling for spatial auto-
correlation, the behavior of the different diversity
indices over the two pulses of extinction can be
summarized as follows. (1) Gamma: significant decrease
over the first pulse of extinction in the Hirnantian (to the

lowest values seen over the entire interval), followed by
negligible change/slight increase over the second pulse
(although still exhibiting significant faunal turnover).
Recovery to (approximately) pre-extinction levels of
gamma diversity occurs in the Telychian. (2) Alpha:
decrease over both the first and second pulses of
extinction (significant over the second pulse in the 5-
by-15 analysis), reaching a minimum in the Rhudda-
nian. Recovery to (approximately) pre-extinction levels
of alpha diversity occurs in the Telychian. (3) Beta:
dramatic decrease over the first pulse of extinction in the
Hirnantian (to the lowest values seen over the entire
interval), followed by immediate return to pre-extinction
levels over the second pulse. Beta diversity continues to
increase into the Aeronian, and then decreases in the
Telychian.

As expected, beta diversity shows strong effects from
sampling distant formations (Fig. 6; see also the
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Appendix: Figs. A3 and A4). However, it also shows
strong sampling intensity effects. When looking only at
formations 500+ or 1000+ km apart, beta diversity is
appreciably lower among formations in the Hirnantian
than among formations from other intervals. The
pattern becomes more striking when subsampling 13
occurrences in the 5-by-15 analyses instead of 8
occurrences in the 6-by-10 analyses, indicating that
shared Hirnantian genera become more rather than less
common when we look at less common taxa. This
corresponds with an unusually high number of genera
being found in multiple formations (see Appendix: Fig.
A8). Conversely, the low beta diversity of the Katian-1
appears to be an artifact of numerous geographically
adjacent formations from that interval (see Appendix:

Figs. A3 and A4). Thus, when sampling distant
formations, beta diversity during Katian-1 is indistin-
guishable from the Sandbian or Katian-2. Correspond-
ingly, genera known from more than one formation go
from unusually high, given all formations, to very
typical when looking only at distant formations.
Finally, a rebound in beta diversity in the Silurian is
nearly identical in all treatments, with beta diversity
dropping perceptibly in the Telychian. Extrapolated
beta diversity (following Chao et al. [2005]) yields
similar patterns (Appendix: Fig. A7), with the exception
of suggesting a greater decrease in beta diversity in the
Telychian.

The distributions of geographic ranges change little
between the Sandbian and Katian-1. Ranges then
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Rarified estimates of average per-formation alpha diversity based on 500 subsamplings. See Fig. 4 for description of

boxplots. Rhud. represents Rhuddanian; Aer. represents Aeronian; Hir. represents Hirnantian.

increase in Katian-2 and again more sharply in the
Hirnantian, where we see the highest values (Fig. 7a).
Ranges crash in the Rhuddanian, with a partial rebound
in the Aeronian creating distinctly bimodal distribution
(see also Appendix: Fig. A14). By the Telychian, the
distribution of ranges recovers to pre-Hirnantian levels.
In general the data show a clear pattern of large range
sizes in the Ordovician (and highest in the Hirnantian),
and small range sizes in the Silurian (given by the fact
that both mean and median range sizes in Silurian time
slices are unanimously smaller than Ordovician). Effect
sizes reinforce this clear distinction between the pre-
Hirnantian Ordovician and post-Hirnantian Silurian
intervals (Fig. 7b). The Sandbian and Katian are
characterized by both numerous ranges deviating
significantly from the results of the null model, with
many examples of both narrow and broad ranges. The
first extinction pulse eliminates numerous taxa with
small and large ranges (see also Appendix: Figs. A6 and

A7). In the surviving Hirnantian fauna, none of the
generic geographic ranges deviate significantly from null
expectations. The second pulse of extinction is similar,
with range sizes in the Rhuddanian falling within those
predicted by the null model (albeit with a smaller effect
size than seen in the Hirnantian). In the Aeronian and
Telychian a wider spread of range sizes (both small and
large) is developed, with some being significantly smaller
than expected given the null model. Some of these shifts
could potentially be an artifact of the changing spatial
distributions of sites through time; across two time
intervals where the later interval includes a wider
geographic spread of sites, the effect sizes of genera
could potentially decrease (i.e., be smaller than expect-
ed) even if there is little or no change in actual range
sizes. However, the overall distribution of localities
actually changes extremely little over the critical Katian-
2 to Rhuddanian interval, especially in terms of
maximum reconstructed distance (see Appendix: Fig.



February 2015

8 of 10+ occurrences

BETA DIVERSITY AND MASS EXTINCTION

541

13 of 15+ occurrences

1 2 1 2
1.0 §
09{ 3 | B B =B E T Nk =
0.8- | ' : _L : + ! ! 4 : 5 ) | E
T 1 e T T X B I 1;_ + X
0.7 1 1 ! ' ° 4 g .
S R o T T
< 06 o 8 1 b ° : : - e
g ° ] \ ! 8 1 °
0.51 : ° 0 . Lo
1 1 o 8 1 1
0.4+ L - ; Lo
034 All sites rot 1 All sites vt
: 1 2 1 2
1.0 1 - - T*_'_*—"’- T - ) - - T* *T s -
] ] 1 |
0.9 E : EIIIEE - ! gl_rl ! $
T B IETY S8 |8 4 a8nsl g
0.8 1 | L 1 8 + 7 S | ! L |
T 1 o1 ° T ; —:— —.L 8 |
e 07- : L - IR s AR
&3 ) 1 1 1 ! | _L 1
06 ro T Ve
0.5 P 1 v
1 1 1 1
0.4 v . P
1 Sites =500 km vt 1 Sites =500 km v
0.3 1 2 1 2
1.09 é T T*‘I‘*'?‘ é - i T - ’l‘* .*—r - e
[ | ] ] 1 | 1
0.9 = === { =
P TIETTE | B B 8eR
0.8 1 ° ° : | !
LIS L. LA o IR A A
% 0.7 1 ° : : ] -g- 1L 3 -*—
|
2 061 v 1 P
1 1 1 1
05 v . Lo
1 1 1 1
0.4 v 1 o
| Sites =1000 km b | Sites =1000 km o
[ Sandbian | Katian 1 [Kat. 2[ Hir.][Rhud.[ Aer.] Telychian | [ Sandbian | Katian 1 [Kat. 2|Hir.|Rhud. [Aer. | Telychian |
Ordovician Silurian || Ordovician Silurian |
r T T T7 AT T T 1T T T T/ AT T T 1
Q& a Q& Q> @ ' & @ @ a a & Q& a & &
TS S S SS S
& X3 RN AR R 4 K4 @ RN R I 4 K

FiG. 6. Rarified estimates of average among-formation beta diversity based on 500 subsamplings. Beta diversity uses Simpson’s
dissimilarity, which is the compliment of the shared taxa divided by the possible shared taxa. See Fig. 4 for description of boxplots.
Rhud. represents Rhuddanian; Aer. represents Aeronian; Hir. represents Hirnantian.

A3), and so our observed changes in range size likely
reflect a genuine paleoecological signal, rather than an
artifact of paleogeographic sampling.

Splitting genera into “Ordovician,” “Hirnantian,” and
“Silurian” faunas (Fig. 7c, d) illustrates differences
between these groupings. Genera belonging to the
“Hirnantia fauna” are present in assemblages from the
Sandbian through to the Telychian, but at no point
achieve range sizes that deviate significantly from the
results of null models. “Ordovician genera” include all
of the taxa with unusually small and large ranges in the
Sandbian and Katian, all of which disappear after the
first pulse of extinction. Finally, although genera from
all three faunas comprise the recovery interval (Rhud-
danian-Telychian), holdover “Hirnantian” genera typi-
cally occupy wider ranges than do either newly

originated “Silurian” genera or holdover “Ordovician”
genera.

Discussion
Abiotic factors
Before discussing the macroecological and macroevo-
lutionary implications of our findings, we will first
consider whether they might somehow represent an
artifact of the fossil record. We explicitly deal with
uneven sampling over space and time. However, fossil
accumulations are typically time averaged, such that
fossil material from any given horizon can represent
organisms that lived over a period spanning 10*-10°
years (Kowalewski et al. 1998). This has been viewed in
the past as a severe barrier to using paleontological
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stratigraphic ranges beginning in the Silurian). The sizes of circles are proportional to the total number of sites in which each genus

is recorded.

material to address ecological questions: for example,
our alpha diversity need not reflect a single community.
However, we do not view this as an impediment to our
results; the processes that lead to time averaging
typically filter out short-term variations and high-
frequency ecological variability such that fossil deposits
record long-term habitat conditions (Olszewski 1999,
Tomasovych and Kidwell 2010). That means that our
measures of alpha diversity represent larger “meta-
communities,” which might be more relevant units for
long-term biodiversity patterns (Hubbell 2005). Thus,
time averaging actually can become an advantage when

testing macroecological hypotheses on larger temporal
scales (e.g., Darroch et al. 2014).

The behavior of alpha and beta diversities over
an interval of extinction

The final 1.4 million years of the Ordovician began
with the onset of major global cooling, and then ended
relatively abruptly with equally major global warming.
Both pulses result in decreased alpha diversity relative to
pre-extinction faunas. In addition, the first pulse of
extinction (cooling) also greatly reduces beta diversity,
whereas the second pulse (warming) increases beta



February 2015

diversity. On the timescales being considered, these
patterns reflect interplay between extinction, origina-
tion, and significant biogeographic shifts in the distri-
bution of taxa (see Krug and Patzkowsky 2004, 2007,
Rasmussen and Harper 2011a, ). Low beta diversity
after the first pulse reflects the extinction of taxa
typifying warm shallow-water environments: deep water
taxa typifying Hirnantian faunas do not undergo
pronounced range expansion so much as persevere in
this interval (Fig. 7). In contrast, high beta diversity
after the second pulse reflects the extinction/extirpation
of this more cosmopolitan Hirnantia fauna, leaving
behind endemic and reduced communities composed of
Ordovician holdover taxa, some survivors from the
Hirnantia fauna, and newly evolved members of the
Silurian fauna (see Fig. 7c, d). These data indicate that
different extinction mechanisms can have very different
effects on beta diversity, although we will argue that the
effects might not be uniform (e.g., global cooling reduces
beta diversity and global warming increases it), but
instead contingent upon additional factors. Although
declines in gamma diversity need not require declines in
both alpha and beta diversity (e.g., Raup and Sepkoski
1982, Bambach 2006), the first pulse of the extinction
greatly reduces both diversity types. This becomes
particularly apparent when we minimize geographic
autocorrelation in our sampling and maximize the
sampling intensity of individual formations. Average
beta diversity among widely separated formations in the
Hirnantian is much lower than those seen among widely
separated formations earlier in the Ordovician (~458 to
~445.2 million years ago), suggesting that the first
extinction pulse severely reduced whole faunas. (That is,
36% of the genera from the preceding Katian-2 are not
sampled in the Hirnantian or in younger rocks.)
Coupling low alpha diversity within Hirnantian forma-
tions with low beta diversity among the formations
corroborates the idea that a general environment unable
to support large numbers of different brachiopod genera
prevailed in the last 1.4 million years of the Ordovician.

There are two caveats with this interpretation. First,
Melchin et al. (2013) provide evidence to suggest that
Hirnantian paleoenvironments were in general well
oxygenated, and so the source of continuing ecological
“stress” depressing alpha diversity in this stage is
unclear. Despite this, other studies (e.g., Rasmussen
and Harper 2011b) also find depressed local richness in
brachiopod communities throughout the Hirnantian,
suggesting that continuing perturbation was preventing
rapid recovery. Second, this interval is characterized by
a large proportion of Lazarus genera. Rong et al. (2006)
suggest that ~30% more genera survived the first pulse
of extinction than have actually been identified in the
Hirnantian (see also Appendix: Fig. A16). The discovery
of collective geographic refugia in the Hirnantian
harboring these missing genera would necessarily revise
estimates of beta diversity in this stage upwards.
However, there is currently little or no evidence for

BETA DIVERSITY AND MASS EXTINCTION 543

collective refugia after this pulse, suggesting instead that
these taxa were geographically dispersed, rare, and
characterized by low population densities (Rong et al.
2006). It is likely, therefore, that global beta diversity
among brachiopod assemblages in the Hirnantian was
genuinely low, and future fossil discoveries in (as yet)
poorly sampled geological terranes will only reinforce
this pattern.

A different scenario almost certainly applies to
brachiopod faunas following the second pulse of
extinction. Although gamma diversity might have been
somewhat higher in the earliest Silurian (~443.8 to
~440.8 million years ago) than in the latest Ordovician,
the large turnover in taxa (46% of latest Ordovician
genera are not sampled from younger Silurian rocks)
indicates a substantial extinction. Alpha diversity
continues to remain low in the earliest Silurian (Fig.
5), but beta diversity returns to levels seen before the
first extinction pulse (Fig. 6). This strongly suggests that
local environments still were not capable of sustaining
the numbers of brachiopod genera that pre-Hirnantian
environments sustained. This might seem incongruent
with the apparently high origination rates during the 3
million years after the second extinction pulse: 30 of the
92 Rhuddanian genera and 47 of 117 Aeronian genera
are first found from those strata. However, many of
these genera simply replace extinct Ordovician genera.
Moreover, there seem to have been barriers to rapid
dispersal, as these genera typically had very narrow
geographic ranges. These barriers may have been related
to sea level; several authors (Azmy et al. 1998, Zhang
and Barnes 2002, Johnson 2006, Diaz-Martinez and
Grahn 2007) have identified continuing eustatic sea level
fluctuations in the Rhuddanian, which may have
stressed brachiopod communities long after the second
extinction pulse (Rasmussen and Harper 20115). How-
ever, these may have also severely impacted the abilities
of taxa to disperse, by reducing connectivity between
epicontinental seaways and oceanic settings. Thus, the
high origination rate seems to reflect local replacement
of Ordovician taxa in parallel throughout the globe.

The observed patterns of alpha and gamma diversity
over the two pulses of extinction are generally well
supported by previous studies (e.g., Brenchley et al.
1994, Rong et al. 2006, Rasmussen and Harper
2011a, b), but also offer some interesting contrasts. In
particular, using an independently compiled data set,
Rasmussen and Harper (2011a, b) examined diversity
metrics at both local and global scales, finding a two-
phased decrease in alpha diversity at local (paleoconti-
nental) scales over both extinction pulses, followed by
swift rebound in the Rhuddanian. This recovery was
faster in some paleogeographic regions (especially
around Laurentia), and slower in others. At least some
of these differences may be attributed to differences in
the length of time bins (these authors split assemblages
into the Lower, and mid-Upper Rhuddanian, while we
aggregate over the entire stage); however, these con-
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trasting patterns hint at strong regionalism in rates of
extinction and recovery. Therefore, although we find
that local environments apparently remained in general
incapable of sustaining pre-extinction levels of diversity
until ~10 million years after the second extinction pulse,
localized paleogeographic regions likely recovered much
faster.

Patterns in beta diversity between global and local
scales offer sharper contrasts. Analyses performed by
Rasmussen and Harper (20115) found decreases in local-
scale beta diversity (measured as the composition of
species along depth gradients) after the second pulse of
extinction; this is in stark contrast to our observed
patterns at global scales, which show significantly high
beta diversity when records are aggregated over the
entire Rhuddanian. These differences likely reflect the
different spatial and temporal scales of each analysis;
changes in beta diversity on global scales may be
governed by range size shifts, extinction/origination,
and emplacement/removal of barriers to dispersal,
whereas on local scales beta may be determined by
niche breadth among component taxa (i.e., specialist vs.
generalist), habitat availability, and community interac-
tions.

Geographic range size shifts and beta diversity

One potential explanation for low beta diversity in the
last 1.4 million years of the Ordovician is that the onset
of major glaciation and marked global cooling allowed a
few opportunistic “disaster taxa” (sensu Jablonski
1986b) to greatly expand their geographic ranges.
However, our data suggest a more complicated expla-
nation. The distribution of geographic range sizes
among taxa in the Sandbian and Katian (458.4-445.2
million years ago) greatly resemble those of marine taxa
today (see, e.g., Anderson and Marcus 1992, Willis 1922,
Gaston 1996), with a typical hollow curve distribution
(see Appendix: Fig. Al4). However, the Hirnantian
witnesses a major reduction in the variance of geo-
graphic ranges: over the last 1.4 million years of the
Ordovician, we see far fewer taxa with narrow geo-
graphic ranges than we saw before. We also see fewer
taxa with very broad geographic ranges in the Hirnan-
tian (Appendix: Fig A10), such that the first pulse of
extinction dramatically altered the size—frequency struc-
ture of range size distributions, by removing both small
and large-ranged taxa. The classic members of the
“Hirnantia fauna” do not themselves benefit hugely:
seven of the genera belonging to this grouping (as
defined by Rong and Harper 1988) actually have smaller
ranges in the Hirnantian than they had in Katian-2 (see
Appendix: Fig. Al15). Three others do expand their
ranges, but none dramatically enough to deviate from
null expectations. This result is surprising given the
inferred constriction of tropical climate belts and
expansion of cold-water biomes that occurred with the
onset of Hirnantian glaciation (Melchin et al. 2013),
which might be expected to allow latitudinal range
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expansion in cold-adapted taxa. Instead, it appears that
the geographic distribution of a general pool of
brachiopod genera greatly increased following the first
pulse of Ordovician extinctions ~445.2 million years
ago. Rather than a few genera being found everywhere,
it seems that every formation had a few genera from a
common pool. In this sense, the “Hirnantia fauna” did
not undergo range expansion, but instead became more
numerous, and more common components of local
assemblages.

However, we acknowledge that the expansion of
geographic ranges might be greater than we have
measured here, because the most commonly occurring
genera in the Hirnantian are found in more formations
than are commonly occurring genera before or after (see
Appendix: Fig. AS8). In addition, extrapolated beta
diversity (sensu Chao et al. 2005) suggests that
Hirnantian beta diversity was even lower relative to
the older and younger intervals than we show (see
Appendix: Fig. A7). However, the ranges over which
genera were commonly found did not greatly increase in
the Hirnantian.

“Extinction” vs. “expansion” driving changes
in beta diversity

In terms of our original hypotheses (“extinction” and
“expansion”) for drivers of change in beta diversity, we
find no evidence for opportunity-driven expansion of
geographic ranges following either the first or second
pulse of extinction. After the first pulse of extinction,
range sizes among the Hirnantia fauna remain broadly
unchanged, and decrease in beta diversity is largely
driven by the extinction of small-ranged endemic taxa.
After the second pulse of extinction we find evidence for
the opposite scenario; brachiopods from the early
Silurian (~443.8-438.5 million years) show unusually
narrow geographic ranges (Fig. 7). Thus, high beta
diversity in the early Silurian is driven by the extinction
of broadly distributed taxa in the second extinction
pulse, and seemingly exacerbated by impediments to
range expansion by surviving genera.

The findings that some Hirnantian genera appear in
unusually high numbers of formations (Appendix: Fig.
A8), and that extrapolated beta diversity implies a
substantial pool of unsampled shared taxa (Appendix:
Fig. A7), offers a case for an expansion-driven decrease
in beta diversity in the Hirnantian. However, it is a weak
case. The pattern across our subsampling analyses,
combined with extrapolated beta diversity patterns,
suggests that shared genera between two formations
typically were rare in one or both of the formations. As
such, this is not evidence for particular genera taking
advantage of the glacial world. Instead, this re-
emphasizes that available ecospace became occupied
by a variety of different genera common to specific
areas, rather than any one taxon that proliferated
massively in the immediate aftermath of extinction.
The reduction of beta diversity for the last 1.4 million
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years of the Ordovician also was thus primarily
extinction-driven, due to the elimination of genera with
narrow geographic ranges during the first extinction
pulse. We therefore conclude that changes in beta
diversity over both pulses of Ordovician-Silurian extinc-
tion were overwhelmingly driven by “extinction,” as
opposed to “expansion.”

Causal mechanisms of extinction and beta diversity

The two shifts in global climate over the last 1.4
million years of the Ordovician both result in low alpha
and gamma diversity, but generate two very different
patterns of beta diversity. We suggest that this had less
to do with the “opposite” nature of the climatic changes
(massive glaciation vs. global warming) than with the
effects of the two changes on dispersal ability and
distributions of similar environments. The onset of
major glaciation ~445.2 million years ago likely
facilitated the spread of genera belonging to the
“Hirnantia fauna,” as they were already adapted to
colder and deeper environments (Rong and Harper
1988, Sheehan 2001). The corresponding large drop in
sea level led to a reduction in the depth and area of
epicontinental seaways; this eliminated or greatly
reduced taxonomic richness in brachiopod assemblages
endemic to these habitats (Sheehan 2001, Finnegan et al.
2012, Rasmussen and Harper 2011q, b). In addition to
causing the extinction of many genera (especially those
with narrow geographic ranges), this also resulted in a
much greater proportion of faunas sharing taxa from a
particular general fauna than had existed prior to
glaciation.

Global warming and major sea level rise at the end of
the Hirnantian (~443.8 million years ago) provides an
obvious extinction mechanism (i.e., thermal stress) for
the cold-water “Hirnantia fauna.” In support of this,
Finnegan et al. (2012) found maximum paleolatitude, a
macroecological trait associated with thermal tolerance,
as a strong predictor of extinction risk among brachio-
pod genera across the entire Ordovician-Silurian inter-
val. However, this would have also introduced (or
maintained) ecological stresses on the warm-water
epicontinental brachiopod faunas, as extremely rapid
environmental change can have detrimental effects on
species, regardless of the direction of change. Conse-
quently, alpha diversity took three million years to
rebound to pre-extinction levels, and recovery may have
been further delayed by continuing environmental
change up into the Aeronian, including eustatic sea
level fluctuations (Diaz-Martinez and Grahn 2007),
widespread oceanic anoxia, and disruptions to primary
productivity (Melchin et al. 2013). Moreover, extinction
was not limited to the genera of Hirnantia fauna: only 15
of the 57 genera last sampled from Hirnantian rocks are
from that fauna. This, coupled with the very small
geographic ranges and high beta diversity in the earliest
Silurian, indicates that the epicontinental sea faunas
remained fragmented and unable to quickly disperse for
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some time. Thus, it might be that surviving genera did
not prosper so much as simply persevere for some time
after both extinction pulses. Indeed, given that it seems
to have taken ~3 million years for Silurian faunas to
truly rebound from the second pulse of extinction, it is
possible there simply was not time between pulses for the
Hirnantia fauna to rebound.

These contrasting models for changing beta diversity
over pulses of Ordovician-Silurian extinction therefore
suggest that changes in the spatial fabric of global
biodiversity were largely controlled by the emplacement
and removal of barriers to dispersal, in combination
with vicariance.

The effects of sampling strategies on perceptions of alpha,
beta, and gamma over time

Our results provide an additional emphasis to the
need to standardize sampling in diversity studies of all
sorts. Standardizing sampling over time should attempt
to account for different levels of biogeographical
autocorrelation in our samples from different time
intervals. This might seem like an issue affecting only
paleontological data. After all, paleontologists can only
sample faunas from available strata, and although
paleontologists do target particular intervals of time
and particular geographic regions when they can (e.g.,
(Sheehan 1977), they also heavily sample easily available
strata from any interval (Raup 1972, 1976). This is very
apparent in our data: global patterns of beta diversity
might easily be lost because of incredibly intense
sampling of North American formations from the
Sandbian—Katian (458.4—445.2 million years ago) with
similar faunas due to biogeographic autocorrelation
(e.g., Soininen et al. 2007). The contrasting patterns in
beta diversity from raw (Fig. 3) and subsampled (Fig. 6)
analyses illustrate this point; the paleogeographic
reconstructions (Fig. 2) and distributions of commonly
sampled taxa (Appendix: Fig. AS8) indicate that the
substantial decrease in Rhuddanian beta diversity
recorded by the raw data is likely the result of intense
sampling of a relatively small biogeographic area. After
correcting for spatial autocorrelation (i.e., only using
formation centroids 500+ km apart) the pattern
reverses, revealing instead a significant increase in beta
diversity over the second pulse of extinction, and with it
a much better match with the range size data (i.e., the
removal of larger-ranged members of the Hirnantia
fauna, and consequently a decrease in mean range size
and increase in faunal provinciality).

In theory, modern ecologists can sample without the
limitations of what geological processes have left us.
However, much relevant data for current conservation
issues was collected years and even decades ago with
different biases (e.g., proximity to research stations, and
other factors). This might leave large ecological data-
bases with similar spatial biases that will require similar
treatments.
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Implications for the current biodiversity crisis

The Ordovician-Silurian extinction has been used by
previous workers as an analogue for present-day global
change (in particular the second pulse, which coincided
with an interval of rapid global warming and high-
latitude deglaciation); consequently our data here are
relevant to the current biodiversity crisis, and can be
used as a basis for predictive biogeographic models.
First, our data illustrate that taxa with narrow
geographic ranges are extremely vulnerable and at high
risk of extinction, and emphasize the importance of
conservation efforts aimed at protecting narrow-rang-
ing and endemic species. Second, our results indicate
that, if climate change is prolonged (or doubled dipped,
as in this case), disaster and opportunistic taxa are
unlikely to be able to take advantage of potential empty
niche space, and subsequently expand their distribu-
tions. In other words, even if speciation rates increase
in parallel with extinction, such that newly evolved taxa
take advantage of empty niche space, this is not likely
to translate into taxa that have broad geographic
ranges and less vulnerability to extinction. Third, our
results illustrate that pulses of extinction with different
causal mechanisms can have opposite effects on
patterns of beta diversity, which likely reflects sea level
change and the changing abilities of taxa to disperse.
Specifically, we find that beta diversity following the
second pulse remains high and geographic range sizes
remain small until late in the subsequent rebound. This
illustrates that, at least on longer timescales, with
global warming and rising sea level we might not
necessarily expect decreases in beta diversity with
increased ability of marine organisms to disperse. This
will be particularly true if sea level continues to
fluctuate. As a corollary, we suggest that (at least on
the larger temporal and spatial scales analyzed here)
decrease in alpha diversity may be a more sensitive
indicator of ecological crisis when mass extinction
coincides with deglaciation and sea level rise. These
results further predict that within local assemblages,
overall alpha diversity will remain low, while distinct
differences in taxa will remain between regions.

CONCLUSION

Our patterns of alpha, beta, and gamma diversity
indicate dramatic restructuring in the spatial organiza-
tion of brachiopod communities in response to Ordovi-
cian and Silurian extinction, which coincide with major
changes in climate and the distributions of basic
habitats. In the context of our original questions, we
find that: (1) alpha and beta diversity can respond
differently to extinction; (2) alpha and beta diversity can
respond in markedly different fashion to pulses of
extinction with different causal mechanisms; (3) changes
in beta diversity associated with extinction are typically
accompanied by changes in geographic range size; (4)
changing beta diversity and range size (at least over the
Ordovician-Silurian event) was driven by the extinction
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of taxa with statistically small and large ranges, rather
than dramatic range expansion/contraction in opportu-
nistic and “disaster” taxa that survive into the after-
math; and finally, (5) analysis of biogeographic patterns
and beta diversity in the fossil record may be heavily
affected by sampling intensity over time, and in space
(necessitating a series of distance- and sample-based
corrections). These findings illustrate that the fossil
record can be a powerful source of historical spatial
data, and is well suited to addressing questions
surrounding the assembly of biotas on longer temporal
scales than are typically afforded by neontological and
ecological data. This study also demonstrates that the
fossil record of mass extinction can (and should) be
exploited in order to help build predictive models for
current and future biodiversity loss (see also Hull and
Darroch 2013). Lastly, this study reinforces the pro-
found role played by global- and regional-scale process-
es, in this case mass extinction events, in sculpting
spatial patterns in biogeography.

ACKNOWLEDGMENTS

We acknowledge constructive comments from editors and
two anonymous reviewers, which greatly improved an earlier
version of the manuscript. S. A. F. Darroch acknowledges
generous funding stemming from a Smithsonian Predoctoral
fellowship, and by grants from the Paleontological Society,
Yale Institute of Biospheric Sciences, and Yale Peabody
Museum of Natural History. J. Belmaker gave substantial help
with coding in R. For comments, we thank S. K. Lyons, R.
Racicot, and all members of the Derek Briggs and Pincelli Hull
research groups. This is Paleobiology Database publication No.
205.

LiTERATURE CITED

Alroy, J. 1996. Constant extinction, constrained diversification,
and uncoordinated stasis in North American mammals.
Palacogeography, Palaeoclimatology, Palacoecology 127:
285-311.

Alroy, J. 2010. Geographical, environmental and intrinsic biotic
controls on Phanerozoic marine diversification. Palaecontol-
ogy 53:1211-1235.

Anderson, S., and L. F. Marcus. 1992. Aerography of
Australian tetrapods. Australian Journal of Zoology 40:
627-651.

Armstrong, H. A. 2007. On the cause of Ordovician glaciation.
Pages 101-121 in M. Williams, A. M. Haywood, F. J.
Gregory, and D. N. Schmidt, editors. Deep-time perspectives
on climate change: marrying the signal from computer
models and biological proxies. The Micropalacontological
Society Special Publications. Geological Society of London,
London, UK.

Azmy, K., J. Veizer, M. G. Bassett, and P. Copper. 1998.
Oxygen and carbon isotopic composition of Silurian bra-
chiopods: implications for coeval seawater and glaciations.
Geological Society of America Bulletin 110:1499-1512.

Bambach, R. K. 2006. Phanerozoic biodiversity mass extinc-
tions. Annual Review of Earth and Planetary Sciences 34:
127-155.

Bambach, R. K., A. H. Knoll, and J. J. Sepkoski, Jr. 2002.
Anatomical and ecological constraints on Phanerozoic
animal diversity in the marine realm. Proceedings of the
National Academy of Sciences USA 99:6854—6859.

Barnosky, A. D., et al. 2011. Has the Earth’s sixth mass
extinction already arrived? Nature 471:51-57.



February 2015

Baselga, A. 2010. Partitioning the turnover and nestedness
components of beta diversity. Global Ecology and Biogeog-
raphy 19:134-143.

Belmaker, J., Y. Ziv, N. Shashar, and S. R. Connolly. 2008.
Regional variation in the hierarchical partitioning of
diversity in coral-dwelling fishes. Ecology 89:2829-2840.

Benton, M. J., M. Ruta, A. M. Dunhill, and M. Sakamoto.
2013. The first half of tetrapod evolution, sampling proxies,
and fossil record quality. Palaecogeography, Palacoclimatol-
ogy, Palaeoecology 372:18-41.

Brenchley, P. J., G. A. Carden, L. Hints, D. Kaljo, J. D.
Marshall, T. Martma, T. Meidla, and J. Nolvak. 2003. High-
resolution stable isotope stratigraphy of Upper Ordovician
sequences: constraints on the timing of bioevents and
environmental changes associated with mass extinction and
glaciation. Geological Society of America Bulletin 115:89—
104.

Brenchley, P. J., G. A. F. Carden, and J. D. Marshall. 1995.
Environmental changes associated with the “first strike” of
the Late Ordovician mass extinction. Modern Geology 20:
69-82.

Brenchley, P. J., J. D. Marshall, G. A. F. Carden, D. B. R.
Robertson, D. G. F. Long, T. Meidla, L. Hints, and T. F.
Anderson. 1994. Bathymetric and isotopic evidence for a
short-lived Late Ordovician glaciation in a greenhouse
period. Geology 22:295-298.

Buckley, L. B., and W. Jetz. 2008. Linking global turnover of
species and environments. Proceedings of the National
Academy of Sciences USA 105:17836—17841.

Chao, A. 1984. Nonparametric-estimation of the number of
classes in a population. Scandinavian Journal of Statistics 11:
265-270.

Chao, A. 1987. Estimating the population size for Capture-
Recapture data with unequal catchability. Biometrics 43:783—
791.

Chao, A., R. L. Chazdon, R. K. Colwell, and T.-J. Shen. 2005.
A new statistical approach for assessing similarity of species
composition with incidence and abundance data. Ecology
Letters 8:148-159.

Chao, A., W. H. Hwang, Y. C. Chen, and C. Y. Kuo. 2000.
Estimating the number of shared species in two communities.
Statistica Sinica 10:227-246.

Chao, A., and S.-M. Lee. 1992. Estimating the number of
classes via sample coverage. Journal of the American
Statistical Association 87:210-217.

Cohen, K. M., S. Finney, and P. L. Gibbard. 2013.
International Chronostratigraphic Chart, published by the
International Commission on Stratigraphy. http://www.
stratigraphy.org

Collins, S. L., F. Micheli, and L. Hartt. 2000. A method to
determine rates and patterns of variability in ecological
communities. Oikos 91:285-293.

Connolly, S. R., and A. 1. Miller. 2001. Joint estimation of
sampling and turnover rates from fossil databases: capture-
mark-recapture methods revisited. Paleobiology 27:751-767.

Cooper, B. N., and C. E. Prouty. 1943. Stratigraphy of the
lower Middle Ordovician of Tazewell County, Virginia.
Geological Society of America Bulletin 54:819-886.

Darroch, S. A. F., A. E. Webb, N. Longrich, and J. Belmaker.
2014. Paleocene-Eocene evolution of beta-diversity among
ungulate mammals in North America. Global Ecology and
Biogeography 23, in press.

Davis, E. B. 2005. Mammalian beta diversity in the Great
Basin, western USA: palacontological data suggest deep
origin of modern macroecological structure. Global Ecology
and Biogeography 14:479-490.

Diaz-Martinez, E., and Y. Grahn. 2007. Early Silurian
glaciation along the western margin of Gondwana (Peru,
Bolivia and northern Argentina): Palacogeographic and

BETA DIVERSITY AND MASS EXTINCTION 547

geodynamic setting. Palacogeography, Palacoclimatology,
Palacoecology 245:62-81.

Dormann, C. F., et al. 2007. Methods to account for spatial
autocorrelation in the analysis of species distributional data:
a review. Ecography 30:609—628.

Dunhill, A. M., M. J. Benton, R. J. Twitchett, and A. J. Newell.
2012. Completeness of the fossil record and the validity of
sampling proxies at outcrop level. Palacontology 55:1155-
1175.

Erwin, D. H. 1993. The great Paleozoic crisis. Columbia
University Press, New York, New York, USA.

Erwin, D. H. 2009. Climate as a driver of evolutionary change.
Current Biology 19:R575-R583.

Finnegan, S., K. Bergmann, J. M. Eiler, D. S. Jones, D. A.
Fike, I. Eisenman, N. C. Hughes, A. K. Tripati, and W. W.
Fischer. 2011. The magnitude and duration of Late
Ordovician—Early Silurian glaciation. Science 331:903-906.

Finnegan, S., N. A. Heim, S. E. Peters, and W. W. Fischer.
2012. Climate change and the selective signature of the Late
Ordovician mass extinction. Proceedings of the National
Academy of Sciences USA 109:6829-6834.

Foote, M. 2001. Inferring temporal patterns of preservation,
origination, and extinction from taxonomic survivorship
analysis. Paleobiology 27:602-630.

Foote, M., J. S. Crampton, A. G. Beu, and R. A. Cooper. 2008.
On the bidirectional relationship between geographic range
and taxonomic duration. Paleobiology 34:421-433.

Gaston, K. J. 1996. Species-range-size distributions: patterns,
mechanisms and implications. Trends in Ecology and
Evolution 11:197-201.

Gaston, K. J., et al. 2007. Spatial turnover in the global
avifauna. Proceedings of the Royal Society B 274:1567-1574.

Gillette, T. 1947. The Clinton of western and central New York.
New York State Museum Bulletin 341.

Gradstein, F. M., J. G. Ogg, and M. Schmitz. 2012. The
geologic time scale 2012. Elsevier, Amsterdam, The Nether-
lands.

Hammarlund, E. U., T. W. Dahl, D. A. T. Harper, D. P. G.
Bond, A. T. Nielsen, C. J. Bjerrum, N. H. Schovsbo, H. P.
Schonlaub, J. A. Zalasiewicz, and D. E. Canfield. 2012. A
sulfidic driver for the end-Ordovician mass extinction. Earth
and Planetary Science Letters 331-332:128-139.

Harnik, P. G., et al. 2012. Extinctions in ancient and modern
seas. Trends in Ecology and Evolution 27:608-617.

Harries, P. J., E. G. Kauffman, and T. A. Hansen. 1996.
Models for biotic survival following mass extinction.
Geological Society, London, Special Publications 102:41-60.

Harrison, S., and H. Cornell. 2008. Toward a better under-
standing of the regional causes of local community richness.
Ecology Letters 11:969-979.

Holland, S. M., A. I. Miller, M. Foote, and M. E. Patzkowsky.
2013. Taxonomic occurrences of Sandbian to Llandovery
Brachiopoda. Paleobiology Database. http://paleodb.org

Holland, S. M., and M. E. Patzkowsky. 2007. Gradient ecology
of a biotic invasion: biofacies of the type Cincinnatian Series
(Upper Ordovician), Cincinnati, Ohio region, USA. Palaios
22:392-407.

Honisch, B., et al. 2012. The Geological Record of Ocean
Acidification. Science 335:1058-1063.

Hubbell, S. P. 2005. The neutral theory of biodiversity and
biogeography and Stephen Jay Gould. Paleobiology 31:122—
132.

Hull, P. M., and S. A. F. Darroch. 2013. Mass extinctions and
the structure and function of ecosystems. Pages 1-42 in
A. M. Bush, S. B. Pruss, and J. L. Payne, editors. Ecosystem
paleobiology and geobiology. Paleontological Society Papers
19. Boulder, Colorado, USA.

Hurlbert, S. H. 1971. The nonconcept of species diversity: a
critique and alternative parameters. Ecology 52:577-586.



548 SIMON A. F. DARROCH AND PETER J. WAGNER

Hurst, J. M., and R. K. Pickerill. 1986. The relationship
between sedimentary facies and faunal associations in the
Llandovery siliclastic Ross Brook Formation, Arisaig, Nova
Scotia. Canadian Journal of Earth Science 23:705-726.

Jablonski, D. 1986a. Background and mass extinctions: the
alteration of macroevolutionary regimes. Science 231:129—
133.

Jablonski, D. 1986h. Causes and consequences of mass
extinctions: a comparative approach. Pages 183-229 in
D. K. Elliot, editor. Dynamics of extinction. Wiley, New
York, New York, USA.

Jablonski, D. 2001. Lessons from the past: evolutionary
impacts of mass extinctions. Proceedings of the National
Academy of Sciences USA 98:5393-5398.

Jablonski, D. 2008. Biotic interactions and macroevolution:
extensions and mismatches across scales and levels. Evolu-
tion 62:715-739.

Jablonski, D., and G. Hunt. 2006. Larval ecology, geographic
range, and species survivorship in Cretaceous mollusks:
organismic versus species-level explanations. American Nat-
uralist 168:556-564.

Johnson, M. E. 2006. Relationship of Silurian sea-level
fluctuations to oceanic episodes and events. GFF 128:115—
121.

Klingensmith, B. C. 2011. GIS-based biogeography of Cincin-
natian (Upper Ordovician) brachiopods with special refer-
ence to Hebertella. Thesis. Ohio University, Athens, Ohio,
USA.

Koleff, P., K. J. Gaston, and J. J. Lennon. 2003. Measuring
beta diversity for presence—absence data. Journal of Animal
Ecology 72:367-382.

Korhonen, J. J., J. Soininen, and H. Hillebrand. 2010. A
quantitative analysis of temporal turnover in aquatic species
assemblages across ecosystems. Ecology 91:508-517.

Kowalewski, M., G. A. Goodfriend, and K. W. Flessa. 1998.
High-resolution estimates of temporal mixing within shell
beds: the evils and virtues of time-averaging. Paleobiology 24:
287-304.

Krug, A. Z., and M. E. Patzkowsky. 2004. Rapid recovery from
the Late Ordovician mass extinction. Proceedings of the
National Academy of Sciences USA 101:17605-17610.

Krug, A. Z., and M. E. Patzkowsky. 2007. Geographic
variation in turnover and recovery from the Late Ordovician
mass extinction. Paleobiology 33:435-454.

Layou, K. M. 2009. Ecological restructuring after extinction:
the Late Ordovician (Mohawkian) of the Eastern United
States. Palaios 24:118-130.

Liberty, B. A. 1968. Palacozoic geology of the Lake Simcoe
Area, Ontario. Geological Survey of Canada Memoir 355:1—
201.

Lyons, S. K. 2005. A quantitative model for assessing
community dynamics of Pleistocene mammals. American
Naturalist 165:E168-E185.

McGowan, A. J., and A. B. Smith. 2008. Are global
Phanerozoic marine diversity curves truly global? A study
of the relationship between regional rock records and global
Phanerozoic marine diversity. Paleobiology 34:80—103.

McKnight, M. W., P. S. White, R. I. McDonald, J. F.
Lamoreux, W. Sechrest, R. S. Ridgely, and S. N. Stuart.
2007. Putting beta-diversity on the map: broad-scale congru-
ence and coincidence in the extremes. PLoS Biology 5:¢272.

Melchin, M. J., C. E. Mitchell, C. Holmden, and P. Storch.
2013. Environmental changes in the Late Ordovician—early
Silurian: review and new insights from black shales and
nitrogen isotopes. Geological Society of America Bulletin
125:1635-1670.

Miller, A. 1., and M. Foote. 1996. Calibrating the Ordovician
radiation of marine life: implications for Phanerozoic
diversity trends. Paleobiology 22:304-309.

Ecology, Vol. 96, No. 2

Morlon, H., G. Chuyong, R. Condit, S. Hubbell, D. Kenfack,
D. Thomas, R. Valencia, and J. L. Green. 2008. A general
framework for the distance-decay of similarity in ecological
communities. Ecology Letters 11:904-917.

Nekola, J. C., and P. S. White. 1999. The distance decay of
similarity in biogeography and ecology. Journal of Biogeog-
raphy 26:867-878.

Olszewski, T. D. 1999. Taking advantage of time averaging.
Paleobiology 25:226-238.

Parmesan, C., et al. 1999. Poleward shifts in geographical
ranges of butterfly species associated with regional warming.
Nature 399:579-583.

Payne, J. L., and S. Finnegan. 2007. The effect of geographic
range on extinction risk during background and mass
extinction. Proceedings of the National Academy of Sciences
USA 104:10506—-10511.

Peters, S. E., and M. Foote. 2001. Biodiversity in the
Phanerozoic: a reinterpretation. Paleobiology 27:583-601.
Qian, H., C. Badgley, and D. L. Fox. 2009. The latitudinal
gradient of beta diversity in relation to climate and
topography for mammals in North America. Global Ecology

and Biogeography 18:111-122.

Rasmussen, C. M. @., and D. A. T. Harper. 2011a. Did the
amalgamation of continents drive the end Ordovician mass
extinctions? Palacogeography, Palacoclimatology, Palaco-
ecology 311:48-62.

Rasmussen, C. M. @., and D. A. T. Harper. 20115.
Interrogation of distributional data for the End Ordovician
crisis interval: where did disaster strike? Geological Journal
46:478-500.

Raup, D. M. 1972. Taxonomic diversity during the Phanero-
zoic. Science 177:1065-1071.

Raup, D. M. 1976. Species diversity in the Phanerozoic: an
interpretation. Paleobiology 2:289-297.

Raup, D. M., and J. J. Sepkoski, Jr. 1982. Mass extinctions in
the marine fossil record. Science 215:1501-1503.

R Development Core Team. 2010. R: A language and
environment for statistical computing. R Foundation for
Statistical Computing, Vienna, Austria.

Ricklefs, R. E. 2004. A comprehensive framework for global
patterns in biodiversity. Ecology Letters 7:1-15.

Rodland, D. L., and D. J. Bottjer. 2001. Biotic recovery from
the End-Permian mass extinction: behavior of the inarticulate
brachiopod Lingula as a disaster taxon. Palaios 16:95-101.

Rong, J.-Y., A. J. Boucot, D. A. T. Harper, R.-B. Zhan, and
R. B. Neuman. 2006. Global analyses of brachiopod faunas
through the Ordovician and Silurian transition: reducing the
role of the Lazarus effect. Canadian Journal of Earth
Sciences 43:23-39.

Rong, J.-Y., and D. A. T. Harper. 1988. A global synthesis of
the latest Ordovician Hirnantian brachiopod faunas. Trans-
actions of the Royal Society of Edinburgh: Earth Sciences 79:
383-402.

Scotese, C. R. 2011. The PALEOMAP Project PaleoAtlas for
ArcGIS. Volume 5, Early Paleozoic Paleogeographic and
Plate Tectonic Reconstructions. PALEOMAP Project, Ar-
lington, Texas, USA.

Scott, D., J. R. Malcolm, and C. Lemieux. 2002. Climate
change and modelled biome representation in Canada’s
national park system: implications for system planning and
park mandates. Global Ecology and Biogeography 11:475—
484.

Sepkoski, J. J., Jr. 1986. Phanerozoic overview of mass
extinction. Pages 277-295 in D. M. Raup and D. Jablonski,
editors. Patterns and processes in the history of life. Springer-
Verlag, Berlin, Germany.

Sepkoski, J. J., Jr. 1988. Alpha, beta, or gamma: where does all
the diversity go? Paleobiology 14:221-234.

Sheehan, P. M. 1977. Species diversity in the Phanerozoic: a
reflection of labor by systematists? Paleobiology 3:325-328.



February 2015

Sheehan, P. M. 2001. The Late Ordovician mass extinction.
Annual Review of Earth and Planetary Sciences 29:331-364.

Simpson, G. G. 1960. Notes on the measurement of faunal
resemblance. The American Journal of Science 258:300-311.

Smith, A. B. 2001. Large-scale heterogeneity of the fossil
record: implications for Phanerozoic biodiversity studies.
Philosophical Transactions of the Royal Society B 356:351—
367.

Soininen, J., R. McDonald, and H. Hillebrand. 2007. The
distance decay of similarity in ecological communities.
Ecography 30:3—12.

Temple, J. T. 1965. Upper Ordovician brachiopods from
Poland and Britain. Acta Palaeontologica Polonica 10:379—
427.

Thomas, C. D. 2010. Climate, climate change and range
boundaries. Diversity and Distributions 16:488—495.

Tomasovych, A., and S. M. Kidwell. 2010. The effects of
temporal resolution on species turnover and on testing
metacommunity models. American Naturalist 175:587-606.

Twitchett, R. J. 2006. The palacoclimatology, palacoecology
and palacoenvironmental analysis of mass extinction events.
Palaeogeography, Palaeoclimatology, Palacoecology 232:
190-213.

Vilhena, D. A., and A. B. Smith. 2013. Spatial bias in the
marine fossil record. PLoS ONE 8:¢74470.

Wagner, P. J., M. Aberhan, A. Hendy, and W. Kiessling. 2007.
The effects of taxonomic standardization on sampling-
standardized estimates of historical diversity. Proceedings
of the Royal Society B 274:439-444.

BETA DIVERSITY AND MASS EXTINCTION

549

Wagner, P. J., M. A. Kosnik, and S. Lidgard. 2006. Abundance
distributions imply elevated complexity of post-Paleozoic
marine ecosystems. Science 314:1289-1292.

Wagner, P. J., and J. D. Marcot. 2013. Modelling distributions
of fossil sampling rates over time, space and taxa: assessment
and implications for macroevolutionary studies. Methods in
Ecology and Evolution 4:703-713.

Webb, A., and L. Leighton. 2011. Exploring the ecological
dynamics of extinction. Pages 185-220 in M. Laflamme, J. D.
Schiffbauver, and S. Q. Dornbos, editors. Quantifying the
Evolution of Early Life. Springer, Dordrecht, The Nether-
lands.

Whittaker, R. H. 1960. Vegetation of the Siskiyou Mountains,
Oregon and California. Ecological Monographs 30:279-338.

Willis, J. C. 1922. Age and area: a study in geographical
distribution and origin of species. The University Press,
Cambridge, UK.

Wright, A. D. 1968. A westward extension of the Upper
Ashgillian Hirnantia fauna. Lethaia 1:352-367.

Zhang, S., and C. R. Barnes. 2002. Late Ordovician—Early
Silurian (Ashgillian—Llandovery) sea level curve derived from
conodont community analysis, Anticosti Island, Québec.
Palaeogeography, Palaeoclimatology, Palacoecology 180:5—
32.

Zhang, T., Y. Shen, R. Zhan, S. Shen, and X. Chen. 2009.
Large perturbations of the carbon and sulfur cycle associated
with the Late Ordovician mass extinction in South China.
Geology 37:299-302.

SUPPLEMENTAL MATERIAL

Ecological Archives
The Appendix is available online: http://dx.doi.org/10.1890/14-1061.1.sm


http://dx.doi.org/10.1890/14-1061.1.sm


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (Color Management Off)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.00333
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.00333
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.00083
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /SyntheticBoldness 1.000000
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [1200 1200]
  /PageSize [612.000 792.000]
>> setpagedevice


