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A B S T R A C T

Comparative analyses have sought to explain variation in human marriage patterns, often using predictions
derived from sexual selection theory. However, most previous studies have not controlled for non-independence
of populations due to shared ancestry. Here we leverage a phylogenetic supertree of human populations that
includes all 186 populations in the Standard Cross-Cultural Sample (SCCS), a globally representative and widely-
used sample of human populations. This represents the most comprehensive human phylogeny to date, and
allows us not only to control for non-independence, but also to quantify the role of population history in ex-
plaining behavioral variation, in addition to current socio-ecological conditions. We use multiple imputation to
overcome missing data problems and build a comprehensive Bayesian phylogenetic model of marriage patterns
with two correlated response variables and eleven minimally collinear predictors capturing various socio-eco-
logical conditions. We show that ignoring phylogeny could lead to both false positives and false negatives, and
that the phylogeny explained about twice as much variance as all the predictors combined. Pathogen stress and
assault frequency emerged as the predictors most strongly associated with polygyny, which had been considered
evidence for female choice of good genes and male intra-sexual competition or male coercion, respectively.
Mixed support was found for a polygyny threshold based on variance in male wealth, which is discussed in light
of recent theory. Barring caveats, these findings refine our understanding of the evolution of human marriage
systems, and highlight the value of combining population history and current socio-ecology in explaining human
behavioral variation. Future studies using the SCCS should do so using the present supertree.

1. Introduction

1.1. Explaining variation in human marriage patterns

Marriage patterns vary widely within and across human societies,
with most societies allowing polygyny yet most marriages being
monogamous (Marlowe, 2003; White, 1988), calling for a comprehen-
sive explanatory framework. Sexual selection theory accounts for the
distribution of mating patterns across species (Clutton-Brock & Vincent,
1991; Emlen & Oring, 1977; Kokko & Jennions, 2008; Trivers, 1972),
and may thus provide insights to human marriages. For instance,
polygynous mating is prevalent when variance in male quality is high,

such that a few males can either directly control access to multiple
females and exclude other males, or offer better genes or more re-
sources relevant for female fitness (Emlen & Oring, 1977). In the latter
case, females may choose to mate polygynously rather than mono-
gamously if this offers greater expected fitness benefits, which is known
as the polygyny threshold model (Borgerhoff Mulder, 1988, 1990).
Conversely, monogamous mating may prevail in male-biased or widely
dispersed populations as a form of mate-guarding, or when there are
high returns to male parental investment (Kokko & Jennions, 2008;
Lukas & Clutton-Brock, 2013; Marlowe, 2000; Schacht & Borgerhoff
Mulder, 2015). More recently, this theory has been expanded explicitly
for humans to include mutual mate choice and distinguish between
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rival and non-rival forms of wealth,2 in order to explain the paradoxical
decline in polygyny in the most unequal, often agricultural societies
(Fortunato, 2011; Fortunato & Archetti, 2010; Oh, Ross, Borgerhoff
Mulder, & Bowles, 2016; Ross et al., 2018).
Evolutionary anthropologists have applied sexual selection theory

to explain variation in human marriage patterns (see Table 1 for
overview of theoretical models and empirical tests). In support of the
polygyny threshold model based on male wealth (model 1a), Kipsigis
women chose husbands that offered better resources at the time, as
measured by a (co-)wife's expected share of the husband's land
(Borgerhoff Mulder, 1990). Polygyny among BaYaka was not clearly
explained by good genes (Chaudhary et al., 2015; model 1b), and
polygyny in Australian aborigines was better explained by male coer-
cion (model 2) than female choice (Chisholm & Burbank, 1991). Others
found evidence for market effects (model 3) as male mating effort
(Schacht & Borgerhoff Mulder, 2015) and polygyny (Pollet & Nettle,
2009) were higher in places with female-biased sex ratios. Similarly,
comparative studies using samples such as the Ethnographic Atlas or
the Standard Cross-Cultural Sample (SCCS, see Fig. 1) have found evi-
dence for a polygyny threshold in that polygyny was higher in popu-
lations with greater male control over resources (Cowlishaw & Mace,
1996; Hartung, 1982; Sellen & Hruschka, 2004; model 1a), as well as
higher pathogen stress and lower male contribution to subsistence
(Low, 1988, 1990; Marlowe, 2000; model 1b). Support for harem-de-
fense polygyny (model 2) was provided by measures of male coercion
(such as arranged female marriages) or male-male competition (such as
the frequency of warfare or assault; Ember, 1974; Ember, Ember, &
Low, 2007; Marlowe, 2003; White & Burton, 1988). Comparative tests
have provided mixed associations of polygyny with processes influen-
cing the adult sex ratio (Ember, 1974; Quinlan & Quinlan, 2007; model
3). Some studies have also suggested that marriage patterns are a
product of societal organization and complexity (Osmond, 1965;
Sanderson, 2001), with theorists providing different explanations for
the decrease in polygyny in the most complex societies (models 4 and 5).
However, these comparative studies are limited by several methodo-
logical difficulties including non-independence and missing data, and
they fail to account for the influence of population history on current
behavior, as postulated e.g. by cultural evolution theory (Richerson &
Boyd, 2004).

1.2. Problems and opportunities with comparative analyses

Data points in comparative datasets, whether species or popula-
tions, cannot be assumed to be statistically independent because related
groups may share similar traits due to common ancestry (Felsenstein,
1985; Mace & Pagel, 1994). This can lead to elevated Type I and Type II
error rates (Harvey & Rambaut, 1998; Lindenfors, Revell, & Nunn,
2010), even in datasets designed to maximize cultural independence
such as the SCCS (Dow, 1993; Dow & Eff, 2008; Murdock & White,
1969). This can be avoided by controlling for similarity by descent
using a phylogenetic tree, which reflects the expected covariance
among related groups (Felsenstein, 1985; Mace & Pagel, 1994; Nunn,
2011). Thus, a number of recent cross-cultural analyses have used
phylogenies based on linguistic or genetic data (e.g. Fortunato, Holden,
& Mace, 2006; Jordan, Gray, Greenhill, & Mace, 2009; Mace & Sear,
2005; Sheehan, Watts, Gray, & Atkinson, 2018; Walker, Hill, Flinn, &
Ellsworth, 2011). Relevant for the present topic, Fortunato (2011) re-
constructed the ancestral marriage pattern among Indo-Europeans to be
monogamy, and Cowlishaw and Mace (1996) re-analyzed and con-
firmed Hartung's (1982) associations of polygyny with bridewealth and

male-biased wealth inheritance. While representing a huge advance
over previous comparative approaches in anthropology, most studies
were limited to available linguistic phylogenies, and thus geo-
graphically restricted samples of populations that shared a last common
ancestor quite recently (e.g. Indo-Europeans, Bantu, or Austronesians),
or available genetic phylogenies, and thus small, potentially skewed
samples. A few studies on larger samples combined several linguistic
phylogenies (Cowlishaw & Mace, 1996; Moravec et al., 2018), but
without formally integrating them into a single tree.3 In sum, there is a
rich literature on phylogenetic analyses of regional samples, but by
spanning a larger breadth of human environments and cultures, global
samples arguably provide more power to detect independent co-evo-
lutionary events, here convergent evolution of marriage patterns in
response to similar socio-ecological conditions, which is what phylo-
genetic comparative methods were designed to do (Felsenstein, 1985;
Mace & Pagel, 1994; Nunn, 2011).
To apply the phylogenetic approach to a globally representative

cross-cultural sample, we here leverage a recently expanded supertree
of human populations (Duda & Zrzavý, 2016; Duda & Zrzavý, in press)
that combines genetic and linguistic data from 388 individual phylo-
genies into a single tree. Such a supertree has the advantage of being
topologically robust due to the incorporation of many phylogenetically
informative characters, and to allow branch lengths and divergence
times to be estimated even among distantly related groups. While the
robustness of the supertree topology and inferences for human popu-
lation history are discussed elsewhere (Duda & Zrzavý, in press), we
trimmed this tree to the 186 SCCS populations and dated it for the
present study (Fig. 2; see 2.1., Supplementary Material for details on
tree inference and time calibration). Thus, the present SCCS supertree is
the first dated phylogeny of a globally representative sample of human
populations, and with a root estimated at 140′000 years before present
and populations from all over the world reflects much of the full depth
and breadth of human history (see Figs. 1 & 2). In the future, the su-
pertree could be expanded to even broader samples such as the Eth-
nographic Atlas (Murdock, 1967).
Note that several studies found evolutionary patterns, e.g. rates of

evolution or associations between variables to differ on different lan-
guage trees (Cowlishaw & Mace, 1996; Moravec et al., 2018), which
arguably speaks against using a single tree to represent all human po-
pulations. However, varying evolutionary patterns can in principle be
accounted for by a single phylogeny, e.g. through random slope models,
which has the added benefit that parameter estimates can inform each
other (i.e. “pooling”, McElreath, 2016), leading to more robust in-
ference, and that evolutionary patterns can vary continuously across
the tree, rather than being fixed within certain clades. Unfortunately,
random slope versions of our models were not feasible to implement
here. In addition, future models could distinguish between predictors of
the origin and maintenance of marriage patterns (Hansen, 2014; Ross,
Strimling, Ericksen, Lindenfors, & Borgerhoff Mulder, 2016). In the
absence of such extensions, we note that our analysis (i) might mis-
estimate associations between marriage patterns and socio-ecological
predictors if these differ across clades, and (ii) only detects predictors of
the origins but not maintenance of marriage patterns.
In sum, the SCCS supertree allows phylogenetic analyses to be ap-

plied for the first time to the most widely used cross-cultural sample,
thus increasing our power to test adaptive hypotheses. The present
study also serves to critically appraise the previous SCCS studies men-
tioned above, which did not control for phylogenetic non-independence
and could thus be vulnerable to statistical artifacts.

2 Rival forms of wealth diminish in value when shared among multiple
people, e.g. land or livestock have to be divided when passed on to several
offspring. Non-rival forms of wealth do not diminish in value, e.g. a male's
genes, knowledge, or protection can equally benefit several offspring

3 This is because linguistic characters such as cognates, while ideal for
quantifying similarity among recently diverged populations, cannot easily be
used to relate language families to one another because they evolve too quickly
(but see Pagel, Atkinson, S. Calude, & Meade, 2013); in our supertree genetic
data provide the necessary deep history
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Incorporating a phylogeny in comparative analyses also allows us to
extend the explanatory scope beyond current socio-ecological condi-
tions to include population history. Adaptive hypotheses typically as-
sume that behavioral variation is patterned by current socio-ecological
conditions; in other words, individuals adopt optimal strategies given
costs and benefits in the current environment (Nettle, Gibson, Lawson,
& Sear, 2013; Winterhalder & Smith, 2000). However, it is also well
known that phylogenetic history may limit behavioral variation in a
range of species (Shultz, Opie, & Atkinson, 2011; Thierry, 2008), either
due to constraints on adaptation or because past adaptations are

preserved through stabilizing selection (Hansen, 2014). In humans,
various processes could make current practices dependent on popula-
tion history, including genetic inheritance, vertical and horizontal
cultural transmission, or niche conservatism (Borgerhoff Mulder,
George-Cramer, Eshleman, & Ortolani, 2001; Richerson & Boyd, 2004),
allowing the use of phylogenies to reconstruct ancestral states in the
first place (Fortunato, 2011; Jordan et al., 2009; Opie, Shultz, Atkinson,
Currie, & Mace, 2014; Pagel, 1999). Here we use tools borrowed from
quantitative genetics (de Villemereuil & Nakagawa, 2014; Hadfield &
Nakagawa, 2010) to partition variance in behavior into components

Table 1
Theoretical models explaining the distribution of marriage patterns in humans, their logic and predictions, and major empirical tests.

Theoretical modela Main logic/predictions Empirical tests, single population Empirical tests, comparativeb

1: Polygyny threshold
1a: Based on male wealth,
i.e. resource-defense
polygyny

Polygyny greater with greater variance in
male resource control

- Kipsigis, Kenya (Borgerhoff Mulder et al.,
1990): women chose husbands that
provided greatest expected share of
resources (livestock) at the time, and male
land ownership predicts number of wives

- WNAI (Sellen & Hruschka, 2004): variance in
male reproductive success associated with
male resource control
- Various (Betzig, 2012): Variance in male
reproductive success among agriculturalists
> > pastoralists/ horticulturalists >
foragers
- EA (Cowlishaw & Mace, 1996, Hartung, 1982):
polygyny associated with brideprice and male-
biased inheritance

1b: Based on male genetic
quality

Polygyny, i.e. female preference for good
genes, greater if need for genetic quality
high, or need for paternal investment low

- BaYaka, Congo (Chaudhary et al., 2015):
polygynous males not better phenotypic
quality, but higher social capital

- SCCS (Low, 1990): degree of polygyny
increases with pathogen stress
- SCCS (Marlowe, 2000): Polygyny higher when
paternal care (direct proximity to infants and
contribution to subsistence) is low

2: Harem-defense polygyny, via
male-male competition
and male coercion

Polygyny associates with male-male
competition (e.g. violence), and
arrangements facilitating male alliances
(e.g. patriliny, patrilocality/ virilocality/
avunculocality)

- Arnhem Land, Australia (Chisholm &
Burbank, 1991): Polygyny better explained
by male coercion than female choice

- SCCS foragers (Marlowe, 2003): Polygyny
associated with arranged female marriages
and assault frequency
- SCCS (Carter & Kushnick, 2018; Marlowe,
2000): Polygyny associated with male
aggressiveness
- HRAF (Betzig, 1982): Number of wives for
leaders correlates with despotism
- SCCS (White & Burton, 1988): Polygyny
associated with fraternal interest groups

3: Market forces, polygyny and
paternal investment
depend on sex ratio

Polygyny greater and paternal investment
lower when sex-ratio female-biased as
males are in high demand and costs of
finding another female are low

- Uganda (Pollet & Nettle, 2009): frequency
of polygyny is greater in female-biased
districts, independent of wealth
- Makushi communities, Guyana (Schacht &
Borgerhoff Mulder, 2015): male mating
effort increases in male-biased villages

- SCCS (Quinlan & Quinlan, 2007): Polygyny
associated with pair bond stability, because
polygyny creates a shortage of female partners
- EA (Ember, 1974; Ember, 1984): Polygyny
associated with female-biased sex ratios, and
male mortality during warfare (which biases
sex-ratio to females)
- SCCS (White & Burton, 1988): Polygyny
associated with factors affecting adult sex ratio,
e.g. warfare for plunder and marriage of captive
women, subsistence type and homogeneity of
landscape
- SCCS (Ember et al., 2007): male mortality
during warfare predicts higher polygyny in
nonstate societies, where expected to affect sex-
ratio more than in state societies

4: Paternal investment of rival
wealth (Fortunato &
Archetti, 2010; Oh et al.,
2016)

Lower polygyny when high paternal
investment required but resources are
rival (e.g. land)

- Individual-level data from 29 societies (Ross
et al., 2018): Low levels of and decreasing
marginal returns to polygyny in stratified
agriculturalists despite high wealth inequality
- Indo-europeans (Fortunato, 2011): Origins of
monogamy better explained by agriculture than
societal complexity

5: Cultural group selection of
monogamy (Alexander,
1979; Henrich et al.,
2012)

Polygyny decreases with increasing
societal complexity, normative
monogamy associated with lowered levels
of male-male competition (e.g. crime)

- Mormons (cited in Henrich et al., 2012):
Decline in strength of intra-sexual selection
after imposed monogamy
- India, China (cited in Henrich et al., 2012):
Increasing crime with increasingly male-
biased sex ratio

- EA (Osmond, 1965): marriage type influenced
by complexity of social organization
- SCCS (Sanderson, 2001): socially imposed
monogamy more common in larger states
- Various countries (Henrich et al., 2012): Higher
infant and child mortality in polygynous
countries
- Various (Schacht et al., 2014): Mixed evidence
for violent male-male competition when sex
ratio is male-biased

a References given only for models specifically designed to explain human marriage.
b WNAI=Western North American Indians, EA=Ethnographic Atlas, SCCS=Standard Cross-Cultural Sample.
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due to measurable aspects of the current environment, i.e. socio-eco-
logical predictors, and population history, i.e. the phylogeny (see Sec-
tion 2.2.). The latter potentially captures any of the aforementioned
processes, as well as unmeasured socio-ecological similarity between
related groups (similar to heritability estimates in quantitative genetics
arguably containing unmeasured environmental signals (Joseph,
2014)). This method represents a significant methodological advance
over previous comparative studies that have contrasted current ecology
and population history as predictors of human behavioral variation in
smaller geographic samples (Borgerhoff Mulder et al., 2001;

Guglielmino, Viganotti, Hewlett, & Cavalli-Sforza, 1995; Hewlett, De
Silvestri, & Guglielmino, 2002; Mathew & Perreault, 2015). We also
caution, along with others (Towner, Grote, & Borgerhoff Mulder, 2015),
against equating variance explained by population history (a pattern)
with cultural transmission (one of several possible processes consistent
with this pattern). While our analysis does not account for geographic
distance in addition to phylogenetic distance, the two are highly cor-
related in the SCCS and any processes expected to lead to behavioral
similarity based on geographic distance (such as horizontal cultural
transmission, or unmeasured ecological similarity) are thus subsumed
by the phylogeny. Indeed, models including both the supertree and
geographic distance were difficult to estimate in a related study due to
high collinearity between the two (Ringen & Jaeggi, 2018); in other
words, it may not be possible to partial out the influence of shared
history from that of shared geography in the SCCS (see Borgerhoff
Mulder, Nunn, & Towner, 2006 for a general discussion of the difficulty
of inferring vertical vs horizontal transmission of cultural traits, in-
cluding for polygyny in East Africa). Thus, our analyses account for
behavioral variation patterned by current conditions as well as popu-
lation history.
Finally, modern statistical methods allow researchers to improve

upon previous work by making better use of existing data, which is
especially important in the invaluable but patchy ethnographic record.
In particular, virtually all previous comparative studies of marriage
patterns cited above used complete-case analyses, wherein any popu-
lations with missing data were excluded (Dow & Eff, 2009). This
drastically reduces the amount of data, and makes it impossible to
combine multiple predictors of interest effectively as very few popu-
lations will have information on all variables of interest. As a result,
many cross-cultural analyses only consider a small number of variables
(Ember, 1974; Ember et al., 2007; Low, 1990; Marlowe, 2000;
Marlowe, 2003; Quinlan & Quinlan, 2007; White & Burton, 1988), and
present several analyses on different subsets of the data, depending on
which variables were included. In addition to impeding broader
synthesis, this practice effectively assumes that data are missing at
random, otherwise excluding missing cases would bias parameter esti-
mates. A better way to handle data assumed to be missing at random is
through imputation, wherein missing records are replaced by a prob-
ability distribution or multiple predicted values (Carter & Kushnick,
2018; Dow & Eff, 2009; McElreath, 2016; Zhou & Reiter, 2010). In a
Bayesian context, the uncertainty inherent in such imputation is easily
carried forward and reflected in the final posterior distributions of
parameter estimates; thus, more missing data simply lead to more un-
certainty. We also make use of multi-response models (Hadfield, 2010),

Fig. 1. World map showing the distribution of all SCCS populations with information on the percent of married men who are polygynous (v871).

Fig. 2. The SCCS supertree showing all populations with information on the
percent of married men who are married to more than one woman (v871). The
influence of population history on current levels of polygyny is evident: entire
clades resemble each other in color (e.g. East Asian and Pacific groups on the
left have mostly low levels of polygyny, while many African populations on the
lower right have high levels of polygyny). Internal branches are color-coded by
inferred ancestral state, as implemented in the phytools package version 0.6–44.
The last common ancestors of all extant human populations are estimated to
have had moderate levels of polygyny.
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which allow us to include several correlated outcome variables and
pool information across them. Thus, imputation and multi-response
models make better use of existing data, and we can effectively syn-
thesize previously published studies on marriage in the SCCS (Ember
et al., 2007; Low, 1990; Marlowe, 2000; Marlowe, 2003; Quinlan &
Quinlan, 2007; Sanderson, 2001; White & Burton, 1988) by including
all relevant predictors in the same model, in addition to incorporating
phylogeny.
In sum, we report a Bayesian phylogenetic analysis of human

marriage patterns, using two correlated outcome variables and eleven
predictors used in previous SCCS studies that capture various socio-
ecological conditions thought to be associated with degree of polygyny
(see Table 2, Supplementary Material Selecting predictor variables). This
is the most comprehensive cross-cultural analysis of marriage patterns
to date, and the first phylogenetic analysis of a globally representative
sample of human societies. We compare our phylogenetic model to a
non-phylogenetic one, and then provide more detailed interpretations
of the phylogenetic model. We show that (i) ignoring phylogeny leads
to an elevated risk of both Type I and Type II errors, (ii) phylogeny
explains substantial amounts of variance in polygyny, and (iii) the
strongest predictors of polygyny are largely consistent with sexual se-
lection accounts of human reproductive strategies, barring common
caveats.

2. Materials & methods

2.1. Supertree

The principle of a supertree is to combine many smaller, partially
overlapping source trees to obtain a single, comprehensive tree that
encompasses an entire taxonomic group of interest (Bininda-Emonds,
2014), such as the comprehensive trees of living mammals (Bininda-
Emonds et al., 2007) or birds (Jetz, Thomas, Joy, Hartmann, & Mooers,
2012), or, in this case, human populations. Here we introduce and use a
supertree of the 186 populations present in the SCCS (Fig. 2), with
details on supertree construction and time calibration provided in the
Supplementary Materials. The supertree is an extension of a previously
published tree (Duda & Zrzavý, 2016, in press) and combines 388
source trees based on 251 studies, including 12,770 phylogenetically
informative characters – both genetic and linguistic – on 1979 human
populations. The 186 populations in the SCCS thus represent a subset of
a much larger tree, which improves the resolution and topological

stability. The SCCS supertree was time-calibrated using known time-
constraints for 57 nodes.

2.2. Analysis approach

2.2.1. Outcome variables
There are several measures of polygyny available in the SCCS

(White, 1988). We here focused on two variables (Table 2): the cultural
rules constraining the frequency of polygyny (v860), and the percentage of
married men with more than one wife (v871). The latter is highly corre-
lated with the percentage of women polygynously married (v872;
r=0.97, P < .0001), which is arguably a better measure of the skew
in the mating system and the intensity of sexual selection (Low, 1990),
but v871 has fewer missing data and is sometimes deemed more reli-
able (Marlowe, 2003). In addition, previous studies have used various
ordinal or binary measures of polygyny (Ember et al., 2007; Low, 1990;
Marlowe, 2000; Marlowe, 2003), but we did not include these because
they were either (i) constructed from v860 and/or v871/v872 and thus
redundant (e.g. marriage codes used by (Low, 1990; Marlowe, 2000)),
or (ii) created difficulty with model convergence and/or computation
time (e.g. non-sororal polygyny (Ember et al., 2007)). Even though
some values in v871 are implausibly high and v860 is crude, the
combination of two outcomes in the same multi-response model allows
us to place greater confidence in results that are consistent for both.

2.2.2. Predictor variables
Dozens of different variables have been considered by previous

studies as predictors of polygyny in the SCCS (Ember et al., 2007; Low,
1990; Marlowe, 2000; Marlowe, 2003; Quinlan & Quinlan, 2007;
Sanderson, 2001; White & Burton, 1988). These capture various aspects
of subsistence, violence, social stratification, or climate, as well as other
theoretically relevant features of the socio-ecology that do not easily
group with these themes. Most predictors are thought to influence the
degree of polygyny by capturing aspects of male-male competition or
coercion, variance in male quality and thereby female choice, or returns
to male investment (Table 2). Notably absent was a measure of religious
beliefs influencing polygyny, as the SCCS (v713) lumps religions ar-
guably promoting monogamy (Christianity) and polygyny (Islam);
however, it can also be argued that societies adopt and adhere to such
normative beliefs only insofar as they make sense in their socio-ecology
(Osmond, 1965). In order to avoid overfitting the model, we reduced
the total number of predictors and the collinearity between them (see SI

Table 2
Description of variables. See SOM Table S1 and Selecting predictor variables for more details on all variables.

Variable N Predictiona Modelb Related variables (see SOM) Original coders

Measures of marriage system
Cultural rules constraining polygyny

(v860)
184 Polygamy code (v861) (White, 1988)

% of married men polygynous (v871) 145 % women married polygynously (v872) (White, 1988)

Predictors
Role of father, infancy (v53) 154 − 1b (Barry III & Paxson, 1971)
Population density (v64) 184 None Control (Murdock & Wilson, 1972)
Stratification (v158) 186 + 1a, 4, 5 (Murdock & Provost, 1973)
Temperature (v186) 180 None Control Region (v200), climate (v857), Latitude (v179,

v180)
(Murdock, 1967; White, Whiting, & Burton, 1986;
Whiting, Sodergren, & Stigler, 1982)

Sex ratio (v714) 90 − 3 Sex ratio (v1689) (Ember & Ember, 1992)
Arranged female marriages (v740) 151 + 2 (Broude & Greene, 1983)
Female contribution to agriculture

(v890)
185 + 1b Various subsistence measures (see SOM) (White, from: Barry III & Schlegel, 1982; Murdock, 1967;

Whyte, 1985)
Pathogen stress (v1260) 186 + 1b (Low, 1988)
Internal warfare (v1649) 152 + 2, 3 High value on male aggression (v625), male

mortality from warfare
(Ember & Ember, 1992; Whyte, 1978);
(Ember et al., 2007)

Assault frequency (v1666) 113 + 2 (Ember & Ember, 1992)
Wealth inequalities (v2021) 57 + 1a (Pryor, 2003)

a Predicted direction of association with polygyny. See Methods, Table S1 and supplied R code for details on coding and transformations.
b See Table 1, Control= Control variable, no clear model or prediction.
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Selecting predictor variables for details), resulting in eleven predictors
(Table 2, Table S1). It should be noted that one could endlessly add or
remove candidate variables as the SCCS includes numerous, often
partially redundant codes, each with its own pros and cons; we prefer to
take a pragmatic approach here, by starting with previously used pre-
dictors and using objective variable-reduction methods – by making all
data and R code available we invite readers to substitute their preferred
variables into the analyses.

2.2.3. Data imputation and preparation
A dataset containing the two outcome measures and eleven pre-

dictors was compiled and two populations in which both outcomes
were missing (Ajie, Gond) were excluded. From the remaining 184
cases, 100 complete datasets were imputed using mice version 2.30 (van
Buuren & Groothuis-Oudshoorn, 2011). Such a large number of im-
putations allows MCMC samples from all individual models to be
combined in order to describe the entire posterior distribution, ac-
counting for the uncertainty in the imputation (Zhou & Reiter, 2010).
Prior to fitting the model, predictor variables were transformed to fa-
cilitate model fit and interpretation (centered, or standardized) or re-
duce the number of factor levels (and therefore the number of para-
meters to be estimated). The factor levels were chosen to best capture
meaningful variation in polygyny, based on inspecting boxplots of v871
against the variable of interest, with the least number of levels and thus
model parameters, which should improve model predictions. Note that
wealth inequalities (v2021) and social stratification (v158) were both
converted to three-level factors, and could thus potentially capture the
observed inverse-U shaped relationship between polygyny and social
complexity (Oh et al., 2016; Ross et al., 2018). Details on these trans-
formations can be found in the Supplementary Materials (Table S1) and
the supplied R code.

2.2.4. Model fitting and summary
We used Bayesian phylogenetic multi-response models implemented

in theMCMCglmm package (Hadfield, 2010) in R 3.2.3. (R Development

Core Team, 2015) to model both measures of polygyny simultaneously
as correlated outcomes. This allows information about parameters to be
pooled across the two outcomes, thus improving model accuracy
(McElreath, 2016); such pooling is especially relevant for the phylo-
genetic variance component, which is often estimated with a high de-
gree of uncertainty because each population or species only contributes
a single observation.
The percent of married men who are polygynous (v871) was mod-

elled with a Poisson distribution and a log link function, whereas the
cultural rules constraining polygyny (v860) was modelled as an ordinal
outcome with a probit link function. Ordinal models assume that the
distance between levels is equal, which is a strong assumption – e.g. the
distance between level 1 (monogamy prescribed) and level 2 (mono-
gamy preferred) may be different from the distance between level 4
(polygyny for upper class) and level 5 (polygyny prevalent); ordered
logistic models provide an alternative that relaxes this assumption
(McElreath, 2016) but are not implemented in MCMCglmm. We fit the
model both with and without the phylogeny. We used slightly reg-
ularizing priors to impose conservancy on the fixed effects (Gaussian
distribution with mean=0, SD=5) and inverse gamma priors (scale
parameter= 1, shape= 0.01 without phylogeny, shape= 1 with phy-
logeny) for the residual variance in the Poisson process and the phy-
logenetic variance and covariances; the residual variance for the or-
dinal outcome cannot be estimated and was fixed at 1 (Hadfield, 2016).
For both the non-phylogenetic and phylogenetic model, we first
checked convergence on a single dataset by checking trace plots of the
Markov chains and effective sample sizes, and by calculating the
Gelman-Rubin diagnostic using the coda package version 0.19–1
(Plummer, Best, Cowles, & Vines, 2006); convergence was considered
sufficient when the upper confidence interval of the diagnostic was 1.01
or less and the effective sample size> 500 for all parameters. This re-
quired 500,000 iterations with a burnin of 1000 and a thinning interval
of 10 for the non-phylogenetic model, and 100,000 iterations with a
burnin of 10,000 and thinning interval of 10 for the phylogenetic
model. These two models were then fit to each of the 100 imputed

Fig. 3. Posterior probability distributions for all predictors of A) the percent of married men who are polygynous (v871) and B) cultural rules constraining polygyny
(v860) from the non-phylogenetic (blue) and phylogenetic (yellow) models. The vertical dashed line at 0 indicates no association with the outcome. Numbers within
each panel represent proportion of the distribution that is on the same side of 0 as the mean, i.e. the posterior probability that a predictor was associated with the
outcome. (For interpretation of the references to color in this figure legend, the reader is referred to the web version of this article.)
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datasets (which took several days for each model), and all MCMC
samples from the 100 non-phylogenetic and 100 phylogenetic models
respectively were combined to yield a single posterior distribution for
each parameter.
To summarize the association between polygyny and predictors we

present the posterior distributions of all regression coefficient estimates
(Fig. 3), give the posterior probability (PP) of each predictor being
associated with the outcome, i.e. the proportion of the distribution on
the same side of 0 as the mean, and provide means and 95% credible
intervals (Table S2). We also present predictive plots for the variables
most strongly associated with polygyny (Figs. 5, 6, S1). To quantify the
influence of phylogeny we calculate the intra-class correlation
(Hadfield, 2016; Hadfield & Nakagawa, 2010), i.e. variance explained
by phylogeny divided by total variance, which is identical to the
commonly used Pagel's λ. In other words, the intra-class correlation
captures the extent to which a population's marriage patterns can be
predicted by knowledge of its phylogenetic relationships. Furthermore,
we compare the proportion of total variance explained by phylogeny to
that explained by the predictors, as well as both phylogeny and pre-
dictors combined (Fig. 4); these values are akin to the coefficient of
determination R2 (Nakagawa & Schielzeth, 2013) and provide a com-
parable measure of goodness of fit.

3. Results

Fig. 3 plots the posterior probability distribution for the association
with polygyny for each predictor in both the phylogenetic (yellow) and
non-phylogenetic (blue) models (see Table S2 for means and 95%
credible intervals). The posterior probability (PP) is given in each figure
panel. As expected, some predictors have reduced support in the phy-
logenetic model (e.g. population density, role of father in infancy, sex
ratio), indicating an elevated risk of false positives when ignoring non-
independence. However, others (e.g. wealth inequality, warfare) re-
ceive more support in the phylogenetic model, indicating an elevated
risk of false negatives. In addition to visually checking for non-over-
lapping distributions, we can compare the PP's for phylogenetic and

non-phylogenetic models to ask which predictors would change from
being considered significant to non-significant (or vice versa) under a
traditional frequentist interpretation; the standard two-tailed sig-
nificance threshold with α=0.05 would be PP= 0.975, since>1 – α/
2 of the probability mass must be on the same side of 0 for the asso-
ciation to be considered significant. This threshold is crossed when
including phylogeny for population density and role of father in in-
fancy, which both become non-significant for both measures of poly-
gyny, as well as for the association between level 3 inequality and
cultural rules constraining polygyny, which becomes significant. Thus,
this method identified four false positives and one false negative when
failing to account for phylogeny.
In the phylogenetic model, the supertree captured a substantial

amount of variance in both outcomes across all 100 imputed datasets.
The intra-class correlation indicated a medium phylogenetic signal of
0.45 (95% Credible Interval= 0.18–0.73) for v871 and 0.56 (95%
CI= 0.27–0.84) for v860. Nevertheless, the phylogeny on average
captured more than twice as much variance as all the predictors com-
bined, as shown in Fig. 4. Together, predictors and phylogeny explained
about 60% and 70% of the variance in polygyny, for v871 and v860,
respectively.4 The two outcomes also showed high covariance in their
phylogenetic signal, with a mean correlation of 0.81 (95%
CI= 0.55–0.98). Thus, our models provide strong evidence that po-
pulation history influences human behavioral variation in a globally
representative sample.
The socioecological predictors most strongly and consistently asso-

ciated with polygyny in the phylogenetic model were pathogen stress
(v1260, PP= 0.98 for both outcomes) and assault frequency (v1666,
PP=0.97 for v871 and 1.00 for v860), both of which increase poly-
gyny. Thus, all else equal, only 1.63% of married men are expected to
be polygynous in a population experiencing minimal pathogen stress,
but 6.36% of married men in a population experiencing maximum
pathogen stress; a four-fold increase (Fig. 5a). Similarly, at minimum
levels of assault frequency 3.56% of married men are expected to be
polygynous, but 8.05% at maximum level of assault frequency; a two-
fold increase (Fig. 5b). The respective changes in the expected prob-
ability of cultural rules constraining polygyny are shown in Fig. 6 and
Supplementary Material Fig. S1. Cultural rules prescribing monogamy
are expected to decrease in probability from 0.29 to 0.05 and 0.11 to
0.02, i.e. almost six-fold, when going from minimal to maximal levels of
pathogen stress and assault frequency, respectively. Conversely, the
probability of a cultural rule for polygyny to be prevalent would in-
crease from 0.01 to 0.13, and from 0.06 to 0.25, respectively. Other
predictors were less clearly associated with polygyny, less consistent
across the two outcome measures (e.g. female contribution to agri-
culture), or across different levels of the predictor (e.g. stratification,
wealth inequality; but see 4.2.). However, we emphasize that Bayesian
inference is probabilistic rather than based on arbitrary significance
thresholds, and readers may draw their own conclusions about the
support for various predictors based on the posterior probability dis-
tributions (Fig. 3).

4. Discussion

We used a phylogenetic supertree of human populations to appraise
and synthesize previous studies of marriage patterns in the Standard
Cross-Cultural Sample (SCCS). We first discuss the methodological as-
pects of this study and general implications for explaining human be-
havioral variation, and then highlight insights and caveats for our un-
derstanding of polygyny.

Fig. 4. The proportion of variance in A) v871 and B) v860 explained by pre-
dictors (blue), phylogeny (yellow), and both combined (red) for both measures
of polygyny, across all 100 imputed datasets. (For interpretation of the refer-
ences to color in this figure legend, the reader is referred to the web version of
this article.)

4Note that for v860 the residual variance could not be estimated and this
percentage is thus contingent on the value at which the residual variance was
fixed.
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4.1. Phylogeny and ecology explain behavioral variation

We found that the risk for both type I and type II errors may be
elevated when ignoring phylogeny, consistent with simulation studies
(Harvey & Rambaut, 1998; Lindenfors et al., 2010; Nunn, 2011) and
previous cross-cultural analyses contrasting phylogenetic or auto-
correlation methods with standard statistical tests (e.g. Borgerhoff
Mulder et al., 2001; Dow, 1993). The false positive rate found here (4/
26 tests, 15%) is substantially lower than that in the latter two studies
(which were around 50%), perhaps partly because the SCCS popula-
tions are indeed more independent than other samples (though see Dow
& Eff, 2008; Dow, 1993), but perhaps more so because our analyses
included multiple predictors rather than conducting bivariate tests, thus
reducing the number of significant associations to begin with.
Our results also appear to support previous studies contrasting

current ecology and population history as predictors of human beha-
vioral variation in smaller geographic areas (Borgerhoff Mulder et al.,
2001; Guglielmino et al., 1995; Hewlett et al., 2002; Mathew &
Perreault, 2015), typically finding stronger evidence for the latter, as
we did on a global scale. However, we again emphasize that this pattern
is consistent with various processes (genetic or cultural inheritance,
niche conservatism, unmeasured ecological similarity); for instance,
other aspects of marriage, such as bridewealth or divorce, also show
strong phylogenetic signal in East Africa, yet this may be partly due to
closely related groups inhabiting similar environments (e.g. Nilotic and
Cushitic groups live in drier areas than Bantu; Borgerhoff Mulder et al.,
2001). Likewise, adding more predictors would have increased the
proportion of variance explained by socio-ecology, yet many aspects of

Fig. 5. Illustrating the predicted association between percent of married men
who are polygynous (v871) and A) pathogen stress and B) assault frequency.
Graphs plot the mean prediction (thick line) and 100 samples randomly drawn
from the posterior to illustrate the degree of uncertainty.

Fig. 6. Illustrating the predicted association between cultural rules constraining polygyny (v860) and pathogen stress (see Fig. S1 for assault frequency). Graphs plot
the mean prediction (thick black line) and 100 samples randomly drawn from the posterior to illustrate the degree of uncertainty.
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current socio-ecology have themselves been shaped by cultural evolu-
tion; e.g. being Bantu accounts for 50% of the variance in female
contribution to agriculture (Burton & White, 1984). Thus, it may be
impossible to partition variance in behavior at the societal level into
current ecology and cultural history, just like partitioning transmission
into vertical and horizontal- (Borgerhoff Mulder et al., 2006; Towner
et al., 2015), or individual behavior into genetic and environmental
components (Joseph, 2014) is difficult. We therefore prefer to highlight
the value of combining population history and current socio-ecological
conditions in comparative studies (see also Section 4.3.).
In sum, we provide strong evidence that accounting for phylogeny is

crucial in cross-cultural studies, as emphasized by previous authors
(Borgerhoff Mulder et al., 2001; Mace & Pagel, 1994; Nunn, 2011),
because it (i) prevents statistical errors arising from the non-in-
dependence of data points, and (ii) provides a more comprehensive
explanation of behavioral variation. We therefore urge future SCCS
studies to make use of the present supertree, and hope to soon expand
this approach to larger cross-cultural samples such as the Ethnographic
Atlas. Possible expansions of the phylogenetic methods used here are
models that distinguish between the origins and maintenance of traits
and allow selective regimes to vary by clade (e.g. Ross et al., 2016), or
account for multiple sources of covariance such as timing of the eth-
nographic present and geography, in addition to phylogeny (e.g. Ringen
& Jaeggi, 2018).

4.2. Synthesis and caveats in understanding marriage patterns

Previous work on marriage patterns in the SCCS relied on testing a
small number of predictors in varying subsets of the sample due to
missing data. Here we were able to include all previously considered
predictors of polygyny by imputing missing values. Our model thus
provides the most comprehensive and stringent analysis of polygyny in
the SCCS to date, with associations between predictors and polygyny
being contingent on all other variables in the model (thus reducing the
risk of spurious correlations), in addition to controlling for phylogenetic
non-independence (thus reducing the risk of false positives). However,
such associations are subject to various caveats as discussed below.
The two strongest predictors of polygyny, pathogen stress and as-

sault frequency, are consistent with aspects of sexual selection theory
(Table 1), specifically with female choice of good genes (model 1b) and
male intra-sexual competition and coercion (model 2). Increased pa-
thogen stress has been argued to exacerbate variation in male genetic
quality (Low, 1988, 1990), thus fewer men are able to develop healthy
phenotypes. This arguably lowers the polygyny threshold as more
women should choose men with good genes (a non-rival form of male
wealth) to increase the expected fitness of their offspring. Assault fre-
quency could be related to both male intra-sexual competition and male
coercion because perpetrators and victims of assault are not specified
(Marlowe, 2003), however, these tend to overwhelmingly be both male
cross-culturally (Daly & Wilson, 1988; Fry & Söderberg, 2013), sug-
gesting that assault frequency mostly captures male-male competition.
Indeed, another recent SCCS study found an association between
polygyny and male aggressiveness (Carter & Kushnick, 2018), providing
further support for harem-defense polygyny (model 2). In addition, high
assault frequency in a population could put a premium on male pro-
tection of women and their offspring, another non-rival form of wealth,
and could thus lead to polygyny based on female choice (Hooper,
Gurven, & Kaplan, 2014). Lastly, assault frequency could also indirectly
influence polygyny by altering the sex ratio, though sex ratios in small-
scale societies can be quite stochastic (Kramer, Schacht, & Bell, 2017).
Note though that male-male competition does not need to take violent
forms (Schacht, Rauch, & Borgerhoff Mulder, 2014), and that we cannot
here determine whether assault frequency is a cause or a consequence
of greater polygyny.
While pathogen stress and assault frequency are thus robustly as-

sociated with polygyny in this sample, we should also emphasize that

interpreting population-level associations as evidence for individual-
level behavior can lead to erroneous conclusions (i.e. the ecological
fallacy, or ‘Simpson's paradox’); for instance, negative associations be-
tween polygyny and child health outcomes at the regional level dis-
appear or even turn positive when using individual-level data within
ethnic groups (Lawson et al., 2015). Similarly, population-level asso-
ciations between parasite prevalence and various attitudes and beha-
viors were not supported when using individual data and appropriate
multilevel modeling techniques (Ross & Winterhalder, 2016). Lastly,
covariation between pathogen stress (or any other predictor) and other
environmental features could generate spurious associations
(Bromham, Hua, Cardillo, Schneemann, & Greenhill, 2018), though we
cannot think of a third variable that would correlate with both patho-
gens and polygyny but was not considered in our model. Thus, the
associations of pathogen stress and assault frequency with polygyny
come with several caveats, as is typical for the often crude comparative
record. Nonetheless, our results lend credence to previous findings that
did not control for phylogeny or most of the other covariates in our
model (e.g. Low, 1988, 1990; Marlowe, 2003), making them subject to
valid skepticism (Bromham et al., 2018).
Predictors capturing variance in male resources (stratification,

wealth inequality), i.e. resource-defense polygyny (model 1a), were
inconsistently associated with polygyny despite strong evidence for a
polygyny threshold based on male wealth in some populations
(Borgerhoff Mulder, 1990). Nonetheless, the highest level of wealth
inequality was expected to result in more polygyny than the lowest
level with high probability (v871: PP= 0.95. v860: PP= 0.99), despite
the large amount of missing data and associated uncertainty in this
variable. By contrast, the highest level of stratification was strongly
associated with reduced polygyny (v871: PP=0.98. v860: PP= 0.99).
In combination, these two variables arguably recreate the inverse-U
shaped association between polygyny and wealth inequality found in a
recent cross-cultural study, driven by increasing levels of polygyny with
inequality among foragers, horticulturalists and pastoralists, but low
levels of polygyny in highly unequal agricultural societies (Ross et al.,
2018) – note that this contrasts with other measures such as maximum
harem size or variance in reproductive success, which increase with
stratification (Betzig, 1982; Betzig, 2012), while the correlation be-
tween male status and reproductive success was unaffected by it (von
Rueden & Jaeggi, 2016). In this context, it is worth considering that
wealth inequality was only coded for foragers (Pryor, 2003) and im-
puted for all other populations, hence the influence of this variable may
only hold in a range of societies with relatively low levels of wealth
inequality to begin with. Conversely, stratification captures the whole
breadth of human societal complexity, from egalitarian foragers to
despotic states, with their low levels of polygyny (Ross et al., 2018).
Our results do not allow us to further comment on the reasons for the
low levels of polygyny in agricultural societies (see Fortunato &
Archetti, 2010; Fortunato, 2011; Henrich, Boyd, & Richerson, 2012; Oh
et al., 2016; Ross et al., 2018; hypotheses 4 and 5 in Table 1), though it
is interesting that both the cultural norms constraining polygyny (as
postulated by Henrich et al., 2012) and the actual percentage of men
married polygynously decline with societal complexity. Lastly, greater
female contribution to agriculture was reliably associated with at least
one measure of polygyny (v871: PP=0.96), and that more marriages
were polygynous when female choice is potentially constrained by ar-
ranged marriages (v871: PP=0.94. v860: PP= 0.93). Note that some
predictors previously found to be associated with polygyny such as
warfare (Ember et al., 2007) received little support in our model, which
could suggest a true statistical artefact revealed once other predictors
were included and phylogeny accounted for, but could also be due to
slightly different measures of polygyny and warfare used.
In sum, our analysis provides the strongest support for a polygyny

threshold based on male genetic quality and for harem-defense poly-
gyny (models 1b and 2 in Table 1), and weaker support for a polygyny
threshold based on male wealth (model 1a), as potentially curtailed by
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the importance of rival wealth (model 4) and/or socially imposed norms
of monogamy (model 5). We found no support for marriage patterns to
be influenced by the sex ratio (model 3), despite this prediction stem-
ming from one of the most recent formulations of sexual selection
theory (Kokko & Jennions, 2008) and receiving good support in some
studies (Pollet & Nettle, 2009; Schacht & Borgerhoff Mulder, 2015).
This could be due to the poor quality of the SCCS sex ratio variable, or
because sex ratio effects operate through mechanisms better captured
by other variables in the model.

4.3. Conclusion

What does it mean to combine the influence of population history
and socio-ecology on marriage patterns? Marriage patterns are a po-
pulation-level trait that arises from the decisions of various individuals
(bride and groom, their families and communities) as they respond to
incentive structures in their environment as well as the inherited social
norms of their culture (Henrich et al., 2012; Walker et al., 2011); in-
deed, one of our measures of polygyny (v860) literally consists of cul-
tural norms, whereas the other (v871) arguably more directly reflects
individual behavior. In this sense marriage goes beyond mere mating,
which should only strengthen the influence of cultural history. As
mentioned above, the influence of culture and ecology can be difficult
to disentangle as populations select similar ecological niches as their
ancestors (e.g. Bantu speakers in East Africa choosing wetter areas;
Borgerhoff Mulder et al., 2001), which influences their behavior (e.g.
50% of the variation in female contribution to subsistence explained by
being Bantu; Burton & White, 1984) in ways that affect marriage pat-
terns (e.g. more men married polygynously in populations with greater
female contribution to agriculture; see Fig. 3a). Even if culture and
ecology were perfectly separable, it is reasonable to assume that both
should influence marriage patterns. Cultural evolution theory empha-
sizes that virtually any norm can be stabilized by punishment (Boyd &
Richerson, 1992), and marriage patterns are subject to various norms
(such as rules of exogamy or wealth inheritance, incest taboos, etc., see
Henrich et al., 2012), and that therefore multiple stable strategies may
exist in a given ecology (Boyd & Richerson, 1990); in other words, there
are several plausible ways in which a society can function. Current
norms may thus be somewhat arbitrary, slow to change, and path-de-
pendent, i.e. they reflect historical practices as people socially learn the
norms of their culture (Richerson & Boyd, 2004), as evidenced here by
the strong influence of phylogeny (Fig. 4). On the other hand, it is
undeniable that marriage patterns do reflect local fitness incentives, in
ways that are often consistent with mating patterns in other species (see
studies summarized in Table 1, results presented here). To the extent
that both measures of polygyny are equally associated with a predictor,
it would then appear that cultural norms and individual behavior have
converged on locally optimal solutions; for instance, monogamy pre-
vails in both norms (v860) and actual marriages (v871) in the most
complex societies (see Fig. 3). While comparative analyses such as ours
can thus statistically integrate predictions from cultural evolution and
behavioral ecology, more detailed studies are needed to uncover the
extent to which individual behaviors reflect inherited norms or current
incentive structures (e.g. Daly & Wilson, 2010; Du & Mace, 2018), or
whether and how norms are enforced (e.g. Mathew & Boyd, 2011).
In summary, we used a new supertree of human populations and

modern statistical methods to provide one of the most comprehensive
cross-cultural analyses of marriage patterns to date. We found that (i)
ignoring phylogeny increases the risk of both false positives and false
negatives, (ii) phylogeny accounts for a substantial proportion of
human behavioral variation, highlighting the potential for comparative
studies to combine population history and current socio-ecology, and
(iii) the strongest predictors of polygyny, pathogen stress and assault
frequency, are consistent with sexual selection accounts of human
marriage systems. In the future, the present supertree and analysis
approach can be applied to any number of traits coded in the SCCS, thus

expanding the phylogenetic study of human behavioral variation to a
global scale.

4.4. Open practices/data availability

The data, phylogenetic tree, and all R code associated with this
research are available at https://github.com/rianaminocher/polygyny-
sccs.
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