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Evolutionary thinking can be applied to both cultural microevolu-
tion and macroevolution. However, much of the current literature
focuses on cultural microevolution. In this article, we argue that
the growing availability of large cross-cultural datasets facilitates
the use of computational methods derived from evolutionary
biology to answer broad-scale questions about the major transi-
tions in human social organization. Biological methods can be
extended to human cultural evolution. We illustrate this argument
with examples drawn from our recent work on the roles of Big
Gods and ritual human sacrifice in the evolution of large, stratified
societies. These analyses show that, although the presence of Big
Gods is correlated with the evolution of political complexity, in
Austronesian cultures at least, they do not play a causal role in
ratcheting up political complexity. In contrast, ritual human
sacrifice does play a causal role in promoting and sustaining the
evolution of stratified societies by maintaining and legitimizing
the power of elites. We briefly discuss some common objections to
the application of phylogenetic modeling to cultural evolution and
argue that the use of these methods does not require a commit-
ment to either gene-like cultural inheritance or to the view that
cultures are like vertebrate species. We conclude that the careful
application of these methods can substantially enhance the
prospects of an evolutionary science of human history.
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Darwin’s On the Origin of the Species ends with the poetic
phrase, “From so simple a beginning endless forms most

beautiful and most wonderful have been, and are being, evolved”
(1). The central challenge for evolutionary biology is to explain
this diversity of endless forms. Evolutionary biologists tackle this
task by studying both microevolution (changes in gene frequency
within a population) and macroevolution (changes between
species over much longer time periods). The aim is to have a
mechanistic understanding of the evolution of biological diversity
that integrates microlevel processes and macrolevel patterns.
This work examines ways in which evolutionary thinking and
methods can be extended into the realm of culture, extending the
scope of biology to include questions that have traditionally been
restricted to the humanities and social sciences. Human cultures
also display a vast variety of most beautiful and most wonderful
forms. We speak ∼7,000 different languages, engage in hundreds
of different religious practices, build many different types of
houses, exploit different resources for subsistence, use numerous
different kinship systems, and abide by a striking array of marital,
sexual, and child-rearing norms (2). The cultural processes that
produce such striking cultural diversity must be explained. The
field of cultural evolution is currently beginning to blossom (Fig.
1). There is a new cultural evolution society, a proposed journal,
and an inaugural conference (3). However, with a few notable
exceptions (4), much of the current work on cultural evolution
focuses on microevolutionary processes. For example, in Dan
Sperber’s influential book Explaining Culture: A Naturalistic Ap-
proach (5), cultural macroevolution rates only a passing mention
on p. 2. More recently, in Lewens’ (6) otherwise masterful anal-
ysis of current work on cultural evolution, macroevolutionary
phenomena again fail to feature. This article is a plea—a plea for

the importance of studying cultural macroevolution. Although we
completely understand the need for elegant empirical work and
appropriate models of cultural change within populations, we
should never forget that the large-scale patterns of diversity be-
tween cultures also cry out for evolutionary analyses and expla-
nation. The macro really matters.

Big(ish) Data and Need for Computational Methods
It is a cliché these days to talk about big data transforming the
social sciences. However, clichés can be true. Certainly, there are
a growing number of global comparative cultural and linguistic
databases, such as D-PLACE (2), DRH (7), WALS (8), ASJP
(9), and Phoible (10), as well as relatively large regional data-
bases, such as the Austronesian Basic Vocabulary Database (11),
SAILS (12), Chirilla (13), and Pulotu (14). Although these da-
tabases might not technically qualify as “big data,” they are large
enough to afford the application of the type of sophisticated
computational methods that are often used in the biological
sciences such as network analysis of reticulate evolution, epide-
miological models, and phylogenetic comparative methods.
These methods can be used to compare the relative importance
of different factors in the distribution of traits, model the un-
derlying dynamics of evolutionary change, and infer the history
of traits. The combination of big(ish) data and computational
methods has the potential to transform the social sciences and
humanities by enabling powerful quantitative tests of hypotheses
that would have previously only been analyzable in much more
limited ways.
To illustrate the promise of this approach, we present a recent

study by Botero et al. (15) titled, “The Ecology of Religious Be-
liefs,” in which the authors examined the global distribution of
moralizing high gods (MHGs)—supernatural beings who are
claimed to have created or govern all reality, intervene in human
affairs, and enforce or support human morality (sometimes re-
ferred to as “Big Gods”). These gods are central to the Abrahamic
religions, which includes the two largest religious families in the
world today, Christianity and Islam. Scholars have debated the
social and physical environments in which MHGs most readily
spread, and previous studies found rather contradictory results,
with resource scarcity both positively and negatively associated
with a belief in a MHG (16–18). These studies were limited by
the use of crude metrics of ecology or indirect measures of
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agricultural potential, relatively small sample sizes, and a failure
to account for the nonindependence of societies as a result of
spatial proximity and common ancestry (19). Botero et al. (15)
extracted fine-grained environmental data, as well as cultural,
linguistic, and geographic information from the open-access
D-PLACE database (https://d-place.org) (2). They used multimodel
inference to simultaneously evaluate the effects of environ-
mental variables, shared ancestry, geographic proximity, and so-
cial structures on belief in MHGs in 583 societies from around
the globe. Generalized linear models and generalized linear
mixed models were fitted in R (20) by using the lme4 (21) and
MuMin (22) packages. The best-fitting models included spatial
proximity, political complexity, animal husbandry, resource abun-
dance, and resource stability. Belief in MHGs was more prevalent in
societies from harsher environments and more likely in politically
complex societies that had animal husbandry. Strikingly, this mul-
timodel inference approach was able to predict the global distri-
bution of belief in MHGs in a separate sample of cultures with an
accuracy of 91%.

Major Transitions: Big Questions for Big(ish) Data
John Maynard Smith and Eörs Szathma ́ry’s 1995 book, The
Major Transitions in Evolution (23), is perhaps one of the most
important and insightful contributions to evolutionary theory
in the last 50 years. In this book, Maynard Smith and Szathma ́ry
not only document fundamental changes in biological organi-
zation, such as the emergence of the genetic code, the origins
of cells, the evolution of the eukaryotic cell, and multicellular-
ity, they also show how these changes in biological organiza-
tion change the way in which biological systems can evolve.
The major transitions create entirely new evolutionary possibil-
ities built upon new and more powerful ways of storing and
transmitting information (24). According to Maynard Smith
and Szathma ́ry (25), these transitions have at least five general
properties:

1. Smaller entities form larger entities;
2. Smaller entities become differentiated as part of the

larger entity;
3. The smaller entities are often unable to replicate in the ab-

sence of the larger entity;
4. The smaller entities can sometimes disrupt the development

of the larger entity; and
5. New ways of transmitting information arise.

By themselves, large cross-cultural datasets and sophisticated
computational methods are insufficient to create an exciting
macroevolutionary science of human history. What is needed are
big hypotheses and a powerful synthetic framework. We would
like to suggest that much of the evolutionary thinking behind
The Major Transitions in Evolution could be applied to cultural
macroevolution (23).
Ten thousand years ago, most humans lived in small, kin-

based, and relatively egalitarian groups (26). Today, we live in
colossal nation states with distantly related members, complex
hierarchical organization, and huge social inequality. Although
kin selection and reciprocity explain a great deal of cooperation
in the animal kingdom, these mechanisms break down in modern
societies because the sheer scale of modern societies means that
people can be anonymous and only distantly biologically related
(27). The challenge is to explain the cultural forces that enabled
this major transition in the size and complexity of human social
groups to occur.
The potential of religious beliefs and practices to bind to-

gether social groups has long been recognized (28), although
these functions have only recently been considered from an ex-
plicitly evolutionary perspective (29–31). One prominent theory
is that belief in supernatural punishment, particularly by pow-
erful and omnipotent Big Gods, inhibits selfishness and increases
cooperation among adherents (32–34). The intuitive idea is that
if people believe a punishing and moral supernatural agent is
monitoring them, they are more likely to behave themselves. By
facilitating cooperation in large groups of nonkin, beliefs in su-
pernatural punishment are thought to have played a causal role
in the emergence of large, complex human societies (33, 35, 36).
It is crucial to emphasize that, at least as it was initially formu-
lated, this hypothesis was both causal and directional. Big Gods
were needed to make big societies. For example:

It is no coincidence that the world is now dominated by a few great
monotheisms, and that much human behaviour is influenced by the
belief in a few high gods. To achieve a civilization of this scale, it was
necessary to invent them (36);

and

One reason societies were able to develop cultural complexity in the
first place is partly on account of the cooperative benefits attained
through a belief in moralizing gods (35).

In support of the Supernatural Punishment Hypothesis, a
number of cross-cultural studies have shown that belief in MHGs
is positively correlated with a range of measures of social com-
plexity, such as political hierarchy, agriculture, and taxation
systems (18, 35). On the face of it, the cross-cultural evidence for
the Supernatural Punishment Hypothesis appears compelling.
However, these studies have a number of important limitations
(37). First, these studies do not actually get at the direction of
causality. Although one possible explanation for these results is
that MHGs facilitate social complexity, another is that social
complexity makes cultures more likely to adopt MHGs. Second,
these studies are ether based on a single dataset called the
Ethnographic Atlas or a subset of this dataset known as the
Standard Cross-Cultural Sample (17, 18, 35, 38). The MHGs in
these datasets are almost all derived from the closely related
family of Abrahamic religions—Christianity, Judaism, and Islam
(37). These religions share a wide range of features, such as
providing a universal rather than ethnocentric doctrine and en-
couraging fertility, and it is not clear whether it is an MHG
specifically or some other part of these religions that is related
to social complexity (37, 39). Third, cultures often inherit traits
such as language, customs, oral traditions, and social norms from
their ancestors (19). These relationships between cultures mean
that cultures cannot be treated as statistically independent–a
problem famously first pointed out by Francis Galton (40, 41).
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Fig. 1. Percentage of Google Scholar search results containing the term
“cultural evolution” from 1950 to 2010.
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The studies mentioned above do not adequately account for
Galton’s Problem, so the correlation observed between the
presence of MHGs and social complexity might merely arise
because of the historical relationships between cultures (42).
Thus, to rigorously test hypotheses about the role of MHGs in
driving the major transitions in human history, we need data
from cultures with non-Abrahamic religions, as well as methods
that avoid Galton’s Problem and can explicitly test causal
predictions.
Phylogenetic methods have revolutionized the field of evolu-

tionary biology (43). These methods solve Galton’s Problem by
explicitly estimating ancestral state changes on phylogenetic
trees (19, 41). Thus, there is no overcounting or undercounting
of evolutionary events. Phylogenetic methods have recently been
used to make inferences about things such as the ancestral state
of postmarital residence patterns in Austronesian cultures (44),
the evolution of political complexity (45), the effects of cultural
ancestry on deforestation (46), and the links between cattle and
matrilinity (47). Mark Pagel and Andrew Meade introduced a
method called “Discrete” in the program BayesTraits that
models the evolution of two binary traits and tests between de-
pendent and independent models of evolution (48, 49). In an
independent model, the gains and losses of each trait are mod-
eled separately from each other (Fig. 2A). In the dependent
model, the rate at which a trait is gained or lost depends on the
state of the other trait, as would be expected if there is a causal
relationship between traits (Fig. 2 B and C). This approach gets
at the direction of causality by inferring the temporal order that
traits tend to arise and the effects they have on one another (49).
Using this approach and data from the Pulotu database (14,

49), we recently tested a series of hypotheses about the role of
religion in the emergence of social complexity (14, 50, 51). The
Pulotu database contains quantitative variables documenting the
traditional religious beliefs and practices as well as the social
organization of 106 Austronesian cultures. Special care was
taken in the coding of these data to ensure that, as far as pos-
sible, the coding reflected the state of the culture before con-
version to major world religions and colonization (14). Previously
published language-based phylogenies were used as a proxy for
the population history of these cultures (52). These trees fit re-
markably well with archaeological evidence that shows Austronesian-
speaking cultures were some of the greatest ocean voyagers in

human history, sailing from their homeland in Taiwan to settle
on islands ranging in size from the 0.4-km2 island of Anuta up to
the 785,000-km2 continental island of New Guinea (14, 53, 54).
The archaeological, genetic, and linguistic evidence suggests that
this expansion started ∼5,000 y ago and spread in a series of
expansion pulses and pauses through Island South East Asia and
the Pacific (52–55). The cultures that evolved on these islands
ranged from small kin-based groups, such as the Berawan (56),
up to federated kingdoms, such as Southern Toraja (57). Pop-
ulation sizes ranged from ∼200 people on Anuta (58) to ap-
proximately half a million people in the case of the Merina of
Madagascar (59). No less diverse were their religious systems,
with supernatural beliefs including anthropomorphic, animistic,
and nature deities, and religious rituals ranging in scale from
humble personal offerings to multiday community-wide festivals
(14). Because Austronesian cultures were some of the last cul-
tures in the world to have contact with major world religions, and
their traditional beliefs were well documented, they provide an
ideal sample for testing theories about the role of religion in the
emergence of social complexity.
We ran two series of analyses to test the Supernatural Pun-

ishment Hypothesis (50). In the first, we tested the effect of
Broad Supernatural Punishment on the evolution of political
complexity. Agents counted in this test included a wide range of
punishing and morally concerned supernatural agents, such as
ancestral spirits, natural spirits (e.g., forest and sky gods), and
mythical heroes, in addition to MHGs (14). Belief in Broad
Supernatural Punishment was found in just over two-thirds of the
cultures sampled. We found modest support for the coevolution
of Broad Supernatural Punishment and political complexity, with
Broad Supernatural Punishment facilitating the rise of political
complexity, but not helping to sustain it. In the second series
of analyses, we tested whether the specific belief in MHGs
coevolved with political complexity. We were surprised to find
evidence of MHGs in just 6 of the 96 traditional Austronesian
cultures we studied. Although our analyses suggested that MHGs
coevolved with political complexity, instead of MHGs driving
political complexity, our results indicated that MHGs tended to be
gained after political complexity had already emerged (Fig. 2C).
Our analyses suggested that these MHGs had been gained only
recently, and most of these MHGs occurred in regions where
there had been early contact with Muslim traders. Although we

Fig. 2. An independent model (A) of evolution alongside the dependent model predicted by the Supernatural Punishment Hypothesis (B) and the dependent
model resulting from analyses of traditional Austronesian cultures (C). The red figure represents the presence of a MHG, and the black figure represents the
presence of political complexity (PC). Arrows indicate the rates of change between states, and the width of the arrows are proportional to the size of the
transition rates. (A) In independent models of evolution, the rate at which each trait is gained or lost is independent of the state of the other trait. In this
example, cultures are more likely to gain PC than to lose it (rate c is lower than rate d). (B) In dependent models of evolution, the rate at which each trait is
gained and lost can be dependent on the state of the other. In the model predicted by the Supernatural Punishment Hypothesis, the rate at which PC
is gained is higher when a MHG is present (rate d) than when it is absent (rate b), and the rate at which PC is lost is lower when an MHG is present (rate g) than
when an MHG is absent (rate e). (C) The resulting models from our analyses suggested that MHGs had little effect on the gain and loss of PC, but that MHGs
were rarely gained in cultures without PC (rate a is lower than rate f).
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excluded all clear cases of direct borrowings from Abrahamic re-
ligions, it is likely that the concept of a MHG was subtly borrowed
and transferred to the names of indigenous deities (60).
Defenders of the Big Gods hypothesis might argue that, for

some reason, the Austronesian cultures do not reflect the role
MHGs played in the emergence of social complexity in other
regions of the world. However, a closer examination of previous
cross-cultural studies suggests otherwise. Of the 40 MHGs in the
Standard Cross Cultural Sample, 32 are of Christian or Islamic
origin, and the remaining 8 are either other Abrahamic religions
or plausibly influenced by them (37). The Abrahamic religions
arose ∼3,000 y ago, long after humans had begun forming large,
sedentary, and complexly organized societies (26). Although
there is a substantial body of experimental research showing that
Abrahamic MHGs can increase cooperation within groups (61),
the timing of their origin means that they cannot explain at least
the initial emergence of social complexity in human history. This
finding tells us that microlevel processes observed in contem-
porary cultures do not necessarily explain the macroevolutionary
patterns observed in human history.
An alternative vein of scholarship has focused on the darker

role of religion in human social life (62, 63). Archaeological,
historical, and ethnographic records reveal that in early societies
religious and political authority often overlapped (26), providing
ample opportunities for elites to use religious systems toward
their own ends. As a result, religious narratives in early human
societies often legitimize the authority of those in power and
involve rituals that benefit the elite at the expense of under-
classes (64). A particularly gruesome example is the practice of
ritualized human sacrifice that occurred in early human societies
throughout the world (64–68). According to the Social Control
Hypothesis (64, 66, 68), ritualized human sacrifice was used by
social elites as a religiously sanctioned means of terrifying un-
derclasses into obedience.
To test the Social Control Hypothesis, we went back to the

Pulotu database (14), coded variables on human sacrifice and
social stratification, and tested for their coevolution (51). The
term “social stratification” refers to inherited differences in
wealth and status and is thought to have been one of the earliest
forms of hierarchical structuring to emerge in human history
(26). We found human sacrifice to have been remarkably com-
mon in traditional cultures, occurring in almost half of those
sampled (51). Typically, social elites orchestrated the sacrifices,
with social underclasses becoming the victims. The results of our
analyses showed that human sacrifice coevolved with social strati-
fication and functioned to stabilize social inequality in general, as
well as facilitated the emergence of rigid class systems (Fig. 3). This
result does not imply that human sacrifice was necessarily functional
for the whole group, nor that it would have these effects in modern
societies, which have developed more sophisticated methods of
sustaining social inequality. What our results do show is that ritual
human sacrifice was used by social elites as a tool to maintain their
social standing in the early stages of social complexity.

Overextension of Biological Metaphors and Methods?
The famous evolutionary biologist Richard Lewontin often liked
to cite Rosenblueth and Wiener’s quip that, “The price of met-
aphor is eternal vigilance” (69). One of the things that Lewontin
is particularly skeptical about is the metaphorical extension of
evolutionary ideas to cultural history (70, 71). Part of this
skepticism is driven by his opposition to Dawkins’ meme concept
(72). Fracchia and Lewontin write (70):

But, unlike genes, memes are not entities with an existence inde-
pendent of the theory. They are a mental construct whose only de-
fined property is to fill in the gap in an elaborate metaphor.

However, Lewontin’s own three central principles for systems
to evolve by natural selection (phenotypic variation, differential

fitness, and inheritance) are satisfied by cultural systems (4, 73).
As Henrich and Boyd have shown, adaptive cultural evolution
does not require replicator-like inheritance systems (74).
There is, however, another line of skepticism that is sometimes

directed against attempts to apply phylogenetic methods to cul-
tural evolution. Lewontin’s former colleague, Steven Jay Gould
(75), put this view with characteristic vigor:

Human cultural evolution proceeds along paths outstandingly dif-
ferent from the ways of genetic change. . . Biological evolution is
constantly diverging; once lineages become separate, they cannot
amalgamate (except in producing news species by hybridization—a
process that occurs very rarely in animals). Trees are correct topol-
ogies of biological evolution. . . In human cultural evolution, on the
other hand, transmission and anastomosis are rampant. Five minutes
with a wheel, a snowshoe, a bobbin, or a bow and arrow may allow an
artisan of one culture to capture a major achievement of another.

Although Gould may have hugely overestimated how easy it is
to reverse-engineer the manufacture of these items, the critique
of cultural phylogenetics has not gone away. Recently, Norenzayan
et al. (76) stated:

We caution against rushing to embrace analytical techniques im-
ported from genetic evolution – used to reconstruct species phylog-
enies – to cultural evolution. Cultural evolution is in some crucial
respects unlike genetic evolution. . . Species, for example, are not
subject to intergroup competition that creates massive and directed
horizontal transmission of only some traits. Therefore, we think the
first step should be to benchmark phylogenetic techniques to cultural
history using known historical cases.

For the sake of clarity, we should be clear that we are not
advocating the blanket adoption of phylogenetics to all cultural
phenomena. So, let us look more closely at what the legitimate
concerns may or may not be. The statements above could be
boiled down to four linked, but logically separate, claims:

1. Culture evolves differently from biology. Biological evolution
is treelike, but in culture reticulation rules.

2. Cultures are not (vertebrate) species. Different aspects of
culture will have quite different histories.

3. The estimation of phylogenetic trees will be biased by
horizontal transmission.

4. The accuracy of cultural phylogenies has not been validated.

The first claim displays a shocking lack of knowledge of bi-
ology and human culture. There is a great deal of biology that
does not fit tidily on the “tree of life.” Indeed, the tree of life has
been mocked as the “tree of 1%” (77). A very significant amount
of cross-lineage transfer occurs in biological evolution, especially
in microbes (78). Mallet (79) estimated that there is hybridiza-
tion in ∼10% of animal and 25% of plant species. Dagan and
Martin’s (80) analysis of 190 prokaryotic genomes suggests that
horizontal gene transfer has affected at least two-thirds of >57,000
gene families.
In the literature on cultural microevolution, there is evidence

that the majority of social learning occurs between members of
the same population, but the relative importance of parent-to-
offspring and peer-to-peer social learning is debated (81–84).
What matters for the application of phylogenetic methods are the
resulting macroevolutionary patterns. Given that social learning
occurs predominantly within a population, both peer-to-peer and
parent-to-offspring learning can result in vertical transmission at
the macroevolutionary level. The relative importance of vertical
and horizontal transmission between populations is likely to vary
across domains of culture, world regions, and periods of history.
For example, the design of the internal combustion engine has
been borrowed between cultural lineages. Conversely, basic vo-
cabulary items, such as terms for hand and eye, lower numerals,
and kinship terms show clear evidence of vertical transmission
down cultural lineages (85).

4 of 7 | www.pnas.org/cgi/doi/10.1073/pnas.1620746114 Gray and Watts

www.pnas.org/cgi/doi/10.1073/pnas.1620746114


The second claim is more sensible, but does not undermine
the use of phylogenetic methods. If anything, it points out an
important role for their use—to assess the coherence of differ-
ence aspects of culture. In their book chapter, “Are Cultural
Phylogenies Possible?”, Boyd et al. (86) describe a range of
positions along a continuum on the question of how integrated
cultural histories are: (i) Cultures are tightly integrated like
vertebrate species; (ii) cultures contain a core of traditions that
are tightly linked and vertically transmitted, with peripheral as-
pects that are less cohesive and marked by frequent borrowing;
(iii) cultures contain some aspects that are bound together, but
there are no core traditions; and (iv) cultures are collections of
ephemeral entities. Just as biologists talk about “every gene
having its own history,” and have developed methods to map
these gene genealogies on to a species phylogeny, so cultural
phylogenetists could construct trees for different aspects of cul-
ture and evaluate their fit with population history (87, 88). For
example, genealogies of religious beliefs, material culture, kinship
systems, music genres, and styles of art could be mapped and
compared with language-based cultural histories. Phylogenetic
methods make the traditional social science debate about the
extent to which a culture is an integrated whole testable.

The third objection—that the estimation of cultural phylog-
enies will be biased by horizontal transmission—is a quantitative
issue that can be evaluated by simulation modeling. Greenhill
et al. (89) simulated language phylogenies with different tree
topologies, different borrowing scenarios, and different levels
of borrowing. The results show that tree topologies constructed
with Bayesian phylogenetic methods are robust to realistic
levels of borrowing. Inferences about divergence dates were
slightly less robust and showed a tendency to underestimate
dates.
The final objection—have inferences from cultural phyloge-

netics been validated?—is a fair enough concern, but one that
applies to much of computational biology, and indeed the ex-
trapolation of laboratory studies to the field. In brief, we will
point out that the Austronesian languages phylogenies built from
basic vocabulary fit strikingly well with both archaeological (55)
and recent genetic data (90, 91), both in terms of the sequence
and the timing of the Austronesian expansion.

Conclusion
In the coming years, more quantitative phylogenies for the major
language families will be published, and the number and richness
of comparative cultural databases will undoubtedly grow (7, 92).
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languages. The circles at the tips of the tree represent the known traditional states of cultures, and the circles found across the nodes of the tree represent the
state of prehistoric cultures inferred by a Markov chain Monte Carlo analysis in BayesTraits. In the analysis, 4,200 of the most likely possible trees were used,
and the consensus tree is a summary of these trees for illustrative purposes. The gray at each of the internal nodes represents the proportion of trees sampled
without this node and provides an indication of phylogenetic uncertainty. (B) The resulting dependent model shows that cultures with ritualized human
sacrifice were less likely to lose social stratification than those that lacked human sacrifice (rate g is lower than rate e). Adapted from ref. 51.
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The series of studies we have discussed in this work illustrate
how causal theories about the emergence of major transitions in
human social organization can be tested with the combination of
large quantitative cross-cultural data and computational phylo-
genetic methods. We do not claim that these methods are ap-
propriate for all questions and for all spatial and temporal time
scales in cultural evolution. Instead, we suggest that, when they
are used carefully in cases where there is clear historical signal,
such as the Austronesian or Bantu expansions (52, 93), and
where the inferences are triangulated with other lines of evidence
(94), then they can make an important contribution to our

understanding of cultural macroevolution. They can even be used
to predict political and economic changes (95). Although there is
much still to be done to integrate microlevel processes and mac-
rolevel patterns, the macro not only matters, it is tractable.

ACKNOWLEDGMENTS. We thank colleagues Quentin Atkinson, Carlos Botero,
Joseph Bulbulia, Michael Gavin, Simon Greenhill, and Oliver Sheehan for their
important contributions to the joint work on the cultural evolution of religion
discussed here. Olivier Morin and Kim Sterelny made useful comments on the
manuscript. This work was supported by John Templeton Foundation Grant
28745; a PhD scholarship from the University of Auckland; and Marsden Fund
Grant UOA1104.

1. Darwin C (1872) On the Origin of Species by Means of Natural Selection (John Murray,
London), 6th Ed.

2. Kirby KR, et al. (2016) D-PLACE: A global database of cultural, linguistic and envi-
ronmental diversity. PLoS One 11:e0158391.

3. The Evolution Institute (2016) A New Society for the Study of Cultural Evolution.
Available at https://evolution-institute.org/project/society-for-the-study-of-cultural-
evolution/. Accessed January 3, 2017.

4. Mesoudi A (2011) Cultural Evolution: How Darwinian Theory Can Explain Human
Culture and Synthesize the Social Sciences (Univ of Chicago Press, Chicago).

5. Sperber D (1996) Explaining Culture: A Naturalistic Approach (Blackwell, Oxford).
6. Lewens T (2015) Cultural Evolution: Conceptual Challenges (Oxford Univ Press,

Oxford).
7. Slingerland E, Sullivan B (2017) Durkheim with data: The Database of Religious His-

tory. J Am Acad Relig 85:312–347.
8. Haspelmath M (2005) The World Atlas of Language Structures (Oxford Univ Press,

Oxford).
9. Wichmann S, Holman EW, Brown CH (2016) The ASJP Database. Version 17. Available

at asjp.clld.org/. Accessed January 3, 2017.
10. Moran S, McCloy D, Wright R (2014) PHOIBLE Online (Max Planck Institute for Evo-

lutionary Anthropology, Leipzig).
11. Greenhill SJ, Blust R, Gray RD (2008) The Austronesian Basic Vocabulary Database:

From bioinformatics to lexomics. Evol Bioinform Online 4:271–283.
12. Muysken P, et al. (2016) South American Indigenous Language Structures (SAILS)

Online (Max Planck Institute for Evolutionary Anthropology, Leipzig, Germany).
Available at sails.clld.org. Accessed January 3, 2017.

13. Bowern C (2016) Chirila: Contemporary and Historical Resources for the Indigenous
Languages of Australia. Lang Doc Conserv 10:1–44.

14. Watts J, et al. (2015) Pulotu: Database of Austronesian supernatural beliefs and
practices. PLoS One 10:e0136783.

15. Botero CA, et al. (2014) The ecology of religious beliefs. Proc Natl Acad Sci USA 111:
16784–16789.

16. Snarey J (1996) The natural environment’s impact upon religious ethics: A cross-
cultural study. J Sci Study Relig 35:85–96.

17. Brown C, Eff EA (2010) The state and the supernatural: Support for prosocial be-
havior. Struct Dyn 4:1–21.

18. Roes FL, Raymond M (2003) Belief in moralizing gods. Evol Hum Behav 24:126–135.
19. Mace R, Pagel M (1994) The comparative method in anthropology. Curr Anthropol 35:

549–564.
20. R Core Team (2015) R: A Language and Environment for Statistical Computing (R

Foundation for Statistical Computing, Vienna).
21. Bates D, Maechler M, Bolker B, Walker S (2015) Package lme4. J Stat Softw 67:1–91.
22. Barton K (2015) MuMIn: Multi-model inference. R package, Version 1.15.1. Available

at r-forge.r-project.org/projects/mumin/. Accessed January 3, 2017.
23. Maynard Smith J, Szathmáry E (1995) The Major Transitions in Evolution (Oxford Univ

Press, Oxford).
24. Calcott B, Sterelny K (2011) A big picture of big pictures of life’s history. The Major

Transitions in Evolution Revisited, eds Calcott B, Sterelny K (MIT Press, Cambridge,
MA).

25. Szathmáry E, Smith JM (1995) The major evolutionary transitions. Nature 374:
227–232.

26. Flannery K, Marcus J (2012) The Creation of Inequality: How our Prehistroic Ancestors
Set the Stage for Monarchy, Slavery, and Empire (Harvard Univ Press, Cambridge,
MA).

27. Gintis H, Bowles S, Boyd R, Fehr E (2003) Explaining alturistic behavior in humans. Evol
Hum Behav 24:153–172.

28. Durkheim E (1915) The Elementary Forms of the Religious Life (Allen & Unwin,
London).

29. Sosis R (2009) The adaptationist-byproduct debate on the evolution of religion: Five
misunderstandings of the adaptationist program. J Cogn Cult 9:315–332.

30. Bulbulia J (2004) The cognitive and evolutionary psychology of religion. Biol Philos 18:
655–686.

31. Wiebe D (2008) Does talk about the evolution of religion make sense? Evolution of
Religion: Studies, Theories and Critiques, eds Bulbulia J, et al. (Collins Foundation,
Santa Margarita, CA), pp 339–346.

32. Johnson DD, Krüger O (2004) The good of wrath: Supernatural punishment and the
evolution of cooperation. Polit Theol 5:159–176.

33. Norenzayan A (2013) Big Gods: How Religion Transformed Cooperation and Conflict
(Princeton Univ Press, Princeton).

34. Schloss JP, Murray MJ (2011) Evolutionary accounts of belief in supernatural pun-
ishment: A critical review. Religion Brain Behav 1:46–99.

35. Johnson DDP (2005) God’s punishment and public goods: A test of the supernatural
punishment hypothesis in 186 world cultures. Hum Nat 16:410–446.

36. Shariff AF, Norenzayan A, Henrich J (2011) The birth of high gods: How the cultural
evolution of supernatural policing influenced the emergence of complex, cooperative
human societies, paving the way for civilization. Evolution, Culture, and the Human
Mind, eds Schaller M, Norenzayan A, Heine SJ, Yamagishi T, Kameda T (Psychology,
New York), pp 119–136.

37. Atkinson Q, Latham A, Watts J (2015) Are Big Gods a big deal in the emergence of big
groups? Religion Brain Behav 5:266–274.

38. Peoples HC, Marlowe FW (2012) Subsistence and the evolution of religion. Hum Nat
23:253–269.

39. Watts J, Bulbulia J, Gray RD, Atkinson QD (2016) Clarity and causality needed in claims
about Big Gods. Behav Brain Sci 39:41–42.

40. Jordan FM (2013) Comparative phylogenetic methods and the study of pattern and
process in kinship. Kinship Systems: Change and Reconstruction, eds McConvell P,
Keen I, Hendery R (Univ of Utah Press, Salt Lake City), pp 43–58.

41. Mace R, Jordan F, Holden C (2003) Testing evolutionary hypotheses about human
biological adaptation using cross-cultural comparison. Comp Biochem Physiol A Mol
Integr Physiol 136:85–94.

42. Dow M, Eff E (2008) Global, regional, and local network autocorrelation in the
standard cross-cultural sample. Cross-Cultural Res 42:148–171.

43. Freckleton RP, Harvey PH, Pagel M (2002) Phylogenetic analysis and comparative data:
A test and review of evidence. Am Naturalist 160:712–726.

44. Fortunato L, Jordan F (2010) Your place or mine? A phylogenetic comparative analysis
of marital residence in Indo-European and Austronesian societies. Philos Trans R Soc
Lond B Biol Sci 365:3913–3922.

45. Currie TE, Greenhill SJ, Gray RD, Hasegawa T, Mace R (2010) Rise and fall of political
complexity in island South-East Asia and the Pacific. Nature 467:801–804.

46. Atkinson QD, Coomber T, Passmore S, Greenhill SJ, Kushnick G (2016) Cultural and
environmental predictors of pre-European deforestation on Pacific Islands. PLoS One
11:e0156340.

47. Holden CJ, Mace R (2003) Spread of cattle led to the loss of matrilineal descent in
Africa: A coevolutionary analysis. Proc Biol Sci 270:2425–2433.

48. Pagel M (1994) Detecting correlated evolution on phylogenies: A general method for
the comparative analysis of discrete characters. Proc Biol Sci 255:37–45.

49. Pagel M, Meade A (2006) Bayesian analysis of correlated evolution of discrete char-
acters by reversible-jump Markov chain Monte Carlo. Am Nat 167:808–825.

50. Watts J, et al. (2015) Broad supernatural punishment but not moralising high gods
precede the evolution of political complexity in Austronesia. Proc R Soc B Biol Sci
282:20142556.

51. Watts J, Sheehan O, Atkinson QD, Bulbulia J, Gray RD (2016) Ritual human sacrifice
promoted and sustained the evolution of stratified societies. Nature 532:228–231.

52. Gray RD, Drummond AJ, Greenhill SJ (2009) Language phylogenies reveal expansion
pulses and pauses in Pacific settlement. Science 323:479–483.

53. Kirch PV, Green RC (2001) Hawaiki, Ancestral Polynesia: An Essay in Historical
Anthropology (Cambridge Univ Press, Cambridge, UK).

54. Ko AM, et al. (2014) Early Austronesians: Into and out of Taiwan. Am J Hum Genet 94:
426–436.

55. Wilmshurst JM, Hunt TL, Lipo CP, Anderson AJ (2011) High-precision radiocarbon
dating shows recent and rapid initial human colonization of East Polynesia. Proc Natl
Acad Sci USA 108:1815–1820.

56. Huntington R, Metcalf P (1979) Celebrations of Death: The Anthropology of Mortuary
Ritual (Cambridge Univ Press, Cambridge, UK).

57. Nooy-Palm H (1979) The Sa’dan-Toraja: A Study of Their Social Life and Religion
(Martinus Nijhoff, The Hague).

58. Feinberg R (1991) Anuta.Oceania, Encyclopedia of World Cultures, ed Hays TE (G. K. Hall,
New York), Vol II, pp 13–16.

59. Campbell G (1991) The state and pre-colonial demographic history: The case of late
Nineteenth-Century Madagascar. J Afr Hist 32:425–445.

60. Buck PH (1952) The Coming of the Maori (Human Relations Area Files Press, New
Haven, CT).

61. Shariff AF, Willard AK, Andersen T, Norenzayan A (2016) Religious priming: A meta-
analysis with a focus on prosociality. Pers Soc Psychol Rev 20:27–48.

62. Marx K, Engels F (1975) Karl Marx and Friedrich Engels: Collected Works (In-
ternational, New York).

63. Cronk L (1994) Evolutionary theories of morality and the manipulative use of signals.
Zygon 29:81–101.

6 of 7 | www.pnas.org/cgi/doi/10.1073/pnas.1620746114 Gray and Watts

https://evolution-institute.org/project/society-for-the-study-of-cultural-evolution/
https://evolution-institute.org/project/society-for-the-study-of-cultural-evolution/
http://asjp.clld.org/
http://sails.clld.org
http://r-forge.r-project.org/projects/mumin/
www.pnas.org/cgi/doi/10.1073/pnas.1620746114


64. Carrasco D (1999) City of Sacrifice (Beacon, Boston).
65. Bremmer JN (2007) The Strange World of Human Sacrifice (Peeters, Leuven, Belgium).
66. Turner CG, Turner JA (1999) Man Corn: Cannibalism and Violence in the Prehistoric

American Southwest (Univ of Utah Press, Salt Lake City).
67. Girard R (1987) Violent origins: Ritual killing and cultural formation. Violent Origins,

eds Hamerton-Kelly R, Burkert W, Girard R, Smith J (Stanford Univ Press, Stanford,

CA), pp 73–105.
68. Winkelman M (2014) Political and demograpic-ecological determinants of in-

stitutionalised human sacrifice. Anthropol Forum 24:47–70.
69. Lewontin RC (2001) In the beginning was the word. Science 291:1263–1264.
70. Fracchia J, Lewontin RC (2005) The price of metaphor. Hist Theory 44:14–29.
71. Fracchia J, Lewontin RC (1999) Does culture evolve? Hist Theory 38:52–78.
72. Dawkins R (1976) The Selfish Gene (Oxford Univ Press, Oxford).
73. Lewontin RC (1970) The units of selection. Annu Rev Ecol Syst 1:1–18.
74. Henrich J, Boyd R (2002) On modeling cognition and culture: Why cultural evolution

does not require replication of representations. J Cogn Cult 2:87–112.
75. Gould SJ (2010) An Urchin in the Storm: Essays About Books and Ideas (W. W. Norton,

New York).
76. Norenzayan A, et al. (2016) The cultural evolution of prosocial religions. Behav Brain

Sci 39:e1.
77. Dagan T, Martin W (2006) The tree of one percent. Genome Biol 7:118.
78. Shapiro JA (2016) Nothing in evolution makes sense except in the light of genomics:

Read-write genome evolution as an active biological process. Biology (Basel) 5:E27.
79. Mallet J (2005) Hybridization as an invasion of the genome. Trends Ecol Evol 20:

229–237.
80. Dagan T, Martin W (2007) Ancestral genome sizes specify the minimum rate of lateral

gene transfer during prokaryote evolution. Proc Natl Acad Sci USA 104:870–875.
81. Tehrani JJ, Collard M (2009) On the relationship between interindividual cultural

transmission and population-level cultural diversity: A case study of weaving in Ira-

nian tribal population. Evol Hum Behav 30:286–300.

82. Hewlett BS, Cavalli-Sforza LL (1986) Cultural transmission among Aka Pygmies. Am
Anthropol 88:922–934.

83. Henrich J, Broesch J (2011) On the nature of cultural transmission networks: Evidence from
Fijian villages for adaptive learning biases. Philos Trans R Soc Lond B Biol Sci 366:1139–1148.

84. Aunger R (2000) The life history of culture learning in a face-to-face society. Ethos 28:
445–481.

85. Haspelmath M, Tadmor U (2009) World Loanword Database (WOLD) (Max Planck
Digital Library, Leipzig, Germany).

86. Boyd R, Borgerhoff-Mulder M, Durham WH, Richerson PJ (1997) Are cultural phy-
logenies possible? Human by Nature: Between Biology and the Social Sciences, eds
Weingart P, Richerson P, Mitchell S, Maasen S (Lawrence Erlbaum Associates, Mahwah,
NJ), pp 355–386.

87. Gray RD, Greenhill SJ, Ross RM (2007) The pleasures and perils of Darwinizing culture
(with phylogenies). Biol Theory 2:360–375.

88. Gray RD, Bryant D, Greenhill SJ (2010) On the shape and fabric of human history.
Philos Trans R Soc Lond B Biol Sci 365:3923–3933.

89. Greenhill SJ, Currie TE, Gray RD (2009) Does horizontal transmission invalidate cul-
tural phylogenies? Proc R Soc B Biol Sci 276:2299–2306.

90. Lipson M, et al. (2014) Reconstructing Austronesian population history in Island
Southeast Asia. Nat Commun 5:4689.

91. Lind J, Lindenfors P, Ghirlanda S, Lidén K, Enquist M (2013) Dating human cultural
capacity using phylogenetic principles. Sci Rep 3:1785.

92. Turchin P, et al. (2015) Seshat: The global history databank. Cliodynamics J Quant Hist
Cult Evol 6(1).

93. Currie TE, Meade A, Guillon M, Mace R (2013) Cultural phylogeography of the Bantu
Languages of sub-Saharan Africa. Proc R Soc London B Biol Sci 280:20130695.

94. Gray RD, Atkinson QD, Greenhill SJ (2011) Language evolution and human history:
What a difference a date makes. Philos Trans R Soc Lond B Biol Sci 366:1090–1100.

95. Matthews LJ, Passmore S, Richard PM, Gray RD, Atkinson QD (2016) Shared cultural
history as a predictor of political and economic changes among nation states.
PLoS One 11:e0152979.

Gray and Watts PNAS Early Edition | 7 of 7

A
N
TH

RO
PO

LO
G
Y

EV
O
LU

TI
O
N

CO
LL
O
Q
U
IU
M

PA
PE

R


