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Studying fitness consequences of variable behavioural, physiological and cognitive traits in contem-
porary populations constitutes the specific contribution of human behavioural ecology to the study
of human diversity. Yet, despite 30 years of evolutionary anthropological interest in the determinants
of fitness, there exist few principled investigations of the diverse sources of wealth that might
reveal selective forces during recent human history. To develop a more holistic understanding of
how selection shapes human phenotypic traits, be these transmitted by genetic or cultural means,
we expand the conventional focus on associations between socioeconomic status and fitness to
three distinct types of wealth—embodied, material and relational. Using a model selection approach
to the study of women’s success in raising offspring in an African horticultural population (the
Tanzanian Pimbwe), we find that the top performing models consistently include relational and
material wealth, with embodied wealth as a less reliable predictor. Specifically, child mortality
risk is increased with few household assets, parent nonresidency, child legitimacy, and one or
more parents having been accused of witchcraft. The use of multiple models to test various
hypotheses greatly facilitates systematic comparative analyses of human behavioural diversity in
wealth accrual and investment across different kinds of societies.
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1. INTRODUCTION
Biologists strive to understand natural selection in wild
populations in order to understand variability in traits
within and between populations and species. Evolution-
ary social science embraces similar aims, recognizing that
cultural [1], ecological [2] and material [3] transmission
supplement genetic transmission in contributing to trait
distributions. The specific contribution of human behav-
ioural ecology to understanding the role of natural
selection in human populations lies in determining the
consequences for genetic fitness of specific behavioural,
physiological and cognitive traits, and in exploring the
adaptive flexibility of humans across traditional and
modern contexts [4,5]. Though human behavioural
ecology (aka evolutionary anthropology) cannot easily
demonstrate evidence of genetically transmitted adap-
tations [6], it offers a useful and perhaps unique
naturalistic window through which we can study the
operation of selection in natural populations [7].

To understand the operation of natural selection in
human populations, evolutionary anthropologists have,
for several decades, studied the sources of fitness vari-
ation, aiming to specify the phenotypic traits on which
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natural selection may have acted over recent human his-
tory, the selective pressures that have shaped human
evolution, as well as the culturally transmitted strategies
whereby men and women maximize their fitness (e.g.
[8]). Initially, attention was directed to the importance
of access to material resources in assuring fertility and
survival, attracting multiple spouses and stabilizing mar-
riage (e.g. [9–11]). Such patterns are neither restricted
to agricultural and pastoral populations [12], nor
indeed to men [13]. Despite contrary expectations for
modern populations, derived from the fact that the
European demographic transition started and was most
pronounced among the wealthy [14,15], recent analyses
confirm the importance for successful reproduction of
both material resources [16–18], and the training
whereby such resources are attained (such as formal edu-
cation [19]). As such, there is considerable support for
evolutionary anthropologists’ claim, first posited by
Irons [11], that men and women strive for cultural
goals, such as wealth, in order to achieve reproductive
fitness, and the corollary that people in different societies
will redefine their goals and values over time such that
these motivate behaviour and dispositions that favour
fitness; here cultural goals serve as proximate mechan-
isms whereby individuals, consciously or not, achieve
ultimate fitness objectives. In support of this claim, a
recent overview indicates that selection coefficients on
wealth accrual in humans are of parallel magnitude to
those on competitive ability in other species [18].
This journal is q 2011 The Royal Society
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Increasingly, evolutionary anthropologists recognize
that the nature of ‘wealth’ is far more diverse than
early studies focusing on material goods might suggest.
Attention initially expanded to the importance of
status [20,21], then to skills (such as hunting [8,22])
and physiological characteristics (such as height
[23,24]), and most recently to kin networks [25,26]
and the presence of (or assistance from) particular
relatives such as grandparents [27]; there has, in
addition, been considerable debate over the relative
importance of mates (typically husbands [28–30]).
As yet, however, studies are mainly piecemeal, with
ethnographers investigating the sources of wealth that
they suspect are most important in their populations,
such as land ownership, size of livestock herds, hunting
success or grandmothers, with other variables only
sometimes included in the model as controls. There
is little principled investigation of the diverse sources
of wealth which might reveal the phenotypic traits
selected across different socioecological systems
during recent human history.

To develop a more integrated understanding of how
selection may have shaped human phenotypic traits,
be these transmitted by genetic or cultural means,
Kaplan [31] recasts human life-history theory in
terms of investment in stocks of embodied and extra-
somatic wealth, with the former including a person’s
strength, skills, knowledge and other abilities, and
the latter including such items of stored value as
land, livestock and cash. In an expansive overview,
Kaplan & Lancaster [32] (see also [33]) show how
investments in these different kinds of stock might
potentially structure major historical trends in fertility,
mating and parental investment across different
societies in response to large-scale shifts in socio-
ecology, but conclude that our understanding of
these dynamics is very incomplete. Indeed, there are
no systematic and empirical studies of how different
kinds of wealth in concert shape reproductive out-
comes. Kaplan & Lancaster [32] identify new
frontiers for research in examining how individuals
make decisions about life-history allocations within
differing socioecological contexts, for which a first
step must lie in determining how different types of
wealth affect fitness.

Here, we pursue this agenda. Rather than testing
specific hypotheses about particular fitness
determinants, we adopt a more holistic approach to
determining which types of wealth are most important
to fitness. We build on recent comparative work that
attributes the widely varying extent of inequality
across foragers, pastoralists, horticultural and small-
scale agricultural societies to the nature of the wealth
that is most important for making a living in that
society [34–36]. As in the previous work, we classify
the principal types of wealth that are important in
small-scale societies into three categories—embodied,
material and relational wealth. Embodied wealth
encompasses the stocks of health, skill and productive
knowledge embodied in people, paralleling [31] usage.
Material wealth consists of the productive capital that
an individual owns, either personally or by dint of
membership of a household or kin group, and typically
comprises land, livestock and household or private
Phil. Trans. R. Soc. B (2011)
assets (for many examples, see [37]). Relational
wealth consists of the social ties on which an individual
can draw, ties that derive from social position, trust,
reputation, kinship and symbolic goods [38,39]. We
propose that an approach that evaluates individual fit-
ness variability in relation to the suite of different kinds
of wealth that an individual can accrue in a given
society lays the groundwork for a systematic compara-
tive study of how natural selection operates on human
wealth accrual strategies (with wealth defined in the
broad sense above), thereby providing a principled
approach to the comparative study of behavioural
diversity. Furthermore, from our previous study, we
would predict that relational and embodied wealth
would be particularly important for fitness in foraging
and horticultural populations, and material wealth in
pastoral and agricultural populations.

To identify the principal phenotypic traits
associated with fitness in an African horticultural
community, we conduct an inductive analysis of fitness
differentials among individuals in relation to these
three wealth types. The Bantu Pimbwe village under
study is in many ways typical of horticultural com-
munities worldwide [40,41], with a livelihood based
on farming with hoes, fishing, hunting and seasonal
foraging of wild foods. We make the specific prediction
that embodied and relational wealth will be of greater
significance for fitness than material wealth. This is
based on Gurven et al.’s [41] examination of the con-
tribution of these sources of wealth to variation in
household well-being among four horticulturalist
populations in East Africa, West Africa, the Caribbean
and lowland South America. In each of these popu-
lations embodied wealth was rated (qualitatively by
the ethnographers) to be twice as important for
family well-being as relational wealth, and relational
wealth to be somewhat more important than material
wealth; furthermore, the estimate of intergenerational
transmission (based on an age-independent, unit-free
regression statistic) for material wealth (b ¼ 0.09)
was also much lower than for relational (b ¼ 0.26)
and embodied (b ¼ 0.17) wealth.

We focus here on women and on a single com-
ponent of their fitness—the survival of their children
to age five. Keeping children alive is a key component
of fitness in rural populations in the developing world,
and a major challenge to any Pimbwe family, where
one in five livebirths fail to reach their fifth birthday.
The universality with which selection acts on pre-
reproductive survival in age-structured populations
such as humans, particularly survival prior to the
fifth birthday [42], suggests that there should be
species-specific adaptations to parenting and the pro-
motion of child survival. A two-stage model selection
based on Akaike Information Criterion (AIC) is used
to estimate the relative importance of different kinds
of wealth in affecting mortality prior to age five. The
merits of this approach are considered in §4.
2. METHODS
(a) Ethnographic context

Research was conducted in the village of Mirumba
lying in the Rukwa Valley of western Tanzania,
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whose inhabitants belong primarily to the Pimbwe and
very closely related ethnic groups of Bantu origin; the
area is called Mpimbwe. Originally farmer-foragers,
the Pimbwe’s gradual loss of much of their traditional
territory resulting from colonial and postcolonial land
protection policies [43] has increased reliance on hoe-
based farming, though hunting, fishing, beekeeping
and a variety of other crafts based on natural resources
continue to contribute both subsistence and cash to
the household economy. Traditionally subject to a
system of chiefs [44], the largely autonomous house-
holds have since the 1970s been governed by elected
and appointed village officials. Owing to the remote
location, the village infrastructure is limited to a
poorly supplied dispensary with no trained personnel,
no surfaced road, reliance on seasonal rivers and shal-
low wells, and no electricity. Monogamous households
are the norm, forming either in the village (or neigh-
bourhood) of the husband (patrilocal) or the wife
(matrilocal), or in a village with no close relatives (neo-
local). However, marriages are unstable [45], single
parent households are common, day-to-day life is
characterized by high levels of food insecurity [46]
and maternal anxiety [47], and children show very
poor levels of growth for their age [48]. Fragile mar-
riages lead to many children changing households
across years, although children under 5 years of age
usually reside with their mothers. Finally, there are
many seams of mistrust among villagers, arising from
conflicts relating to failed kin obligations, theft, nas-
cent economic development initiatives, multi-party
political campaigning, and conflicts of interest
between farmers and agro-pastoral Sukuma house-
holds settled adjacent to the village. As elsewhere
in Tanzania conflicts over land, health (typically
HIV-free status), food, political influence and even
sheer good luck are often construed as disputes over
a ‘limited good’ ([49], ‘limited’ in the sense of being
in short supply and attainable only from others), and
often take the form of witchcraft accusations [50].
(b) Data

Analyses are based on a longitudinal study of all
inhabitants of the village of Mirumba, a village charac-
teristic of the ancient Mpimbwe chiefdom and more
broadly of Bantu horticulturalists of Central-Eastern
Africa [44], although also affected by inevitable
impacts of the Tanzanian state and global economy.
At each of seven censuses (between 1995 and 2006),
every household in the village was visited. Across
years there was some household attrition from the
sample, and new households formed through emigra-
tion, divorce, immigration and remarriage.
Demographic data (reproductive records, marital his-
tories, survival) were collected at each round, as well
as measures of household economic productivity and
capital possessions. Additionally, anthropometric
data (weights and heights) are available for all individ-
uals who attended a biennial 2–4 day measurement
session administered at the village clinic building and
various more-distant outposts (with a meal for com-
pensation). All witchcraft cases openly discussed in
the village between 1995 and 2009 were noted, along
Phil. Trans. R. Soc. B (2011)
with identity of the accused witch and his/her vic-
tim(s); these were uncovered through participation in
village gossip networks, not systematic questioning
during household interviews, which could bias reports
to cases of misfortune (specifically child death).

The sample consists of 376 women who produced
916 livebirths between July 1994 and June 2006;
these women have resided for some or all of this
period in Mirumba and their reproductive careers
have been consistently monitored longitudinally, even
during intermittent absences. Information on the
fathers of these children is available for 76 per cent
of the sample (220 children). The fate of all children
born in this period is tracked, with 173 (19%) dying
before their fifth birthday. Life-table analyses on a
larger Pimbwe sample (1750 livebirths, covering a
period of approx. 40 years) show survival levels for
the period between birth and fifth birthday to be
0.81, dropping only to 0.77 by age 15 (M. Borgerhoff
Mulder 2006, unpublished data). The sample is there-
fore representative of the larger Pimbwe population,
and encompasses the principal period of juvenile mor-
tality (infancy and early childhood). All variables were
examined for secular (in this case annual) effects in
child mortality rates, parental education, material
wealth, etc., but no changes over time were detected,
reflecting the relatively restricted temporal span of
this cohort of births (1995–2006).
(c) Wealth measures

The survival of a woman’s children was tracked in
relation to a suite of independent variables designed
to best capture the woman’s embodied, material and
relational wealth. A woman’s embodied wealth was
measured using her education (education) and height
(height); education is not strongly associated with
material wealth in this population because of the lack
of formal occupational opportunities, but women
with some primary (or secondary) education are
likely to have more knowledge regarding treatment
of disease and to provide higher quality care as a
result of greater exposure to national development
messages, as reflected in national statistics showing
associations between maternal education and child
survival [51].

A woman’s material wealth is ideally best measured
using multiple indices, since at least in Western indus-
trial populations income, expenditure and capital
assets are neither closely correlated nor entirely substi-
tutable (e.g. [52]). In Mpimbwe, annual income
(derived from a broad mix of small-scale seasonal,
and often very intermittent, activities) is not easily
measured; accordingly we determine the cash value
of a woman’s household assets (household assets,
which include buckets, torch/lamp, bicycle, livestock,
drum, tin roof, farm implements, radio, watch, etc.;
some of these assets women own, others they get par-
tial access to through their current husband). We also
use a binary variable capturing house quality (house
quality, based on the presence of baked bricks that
allow for cleaner walls and floor, windows, a fitted
door, etc.; houses with unbaked mudbricks are
known as ‘bescoti’ because they crumble like biscuits
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in the rain, creating muddy and unsanitary living con-
ditions). These indices were assessed as time-varying
covariates in the statistical analysis because of the high
inter-annual variation in household assets, and indeed
household of residence (as children and their mothers
are often located in different houses across years).

Relational wealth is measured in four ways. First,
we use the number of households in the village con-
taining a woman’s relatives (relatives) and her child’s
father’s relatives (child’s father’s relatives), classified as
‘none’, ‘1–6’ or ‘more than 6’ The second measure
is the whereabouts (in relation to the child) of the
woman (residence status) and her child’s father (child’s
father’s residence status) at each census, classified as
‘present in the household’, ‘present in the village’,
‘elsewhere/unknown’ or ‘deceased’. Third, we use a
binary code to indicate whether the woman conceived
the child in marriage or with an extrapair partner
(child’s conception status). Finally, because of the devas-
tating social, economic and psychological effects of
being accused of practicing witchcraft, we include an
indicator of whether the woman (witch) or her child’s
father (child’s father witch) has been implicated in a
village witchcraft case, either as ‘victim’ (of witchcraft)
or ‘accused perpetrator’ (of witchcraft), since 1994.

Several points need to be clarified regarding the
three types of wealth. First, there is necessarily some
ambiguity regarding these classifications [36].
Although the classification of education and height
as embodied, and cash assets and house quality as
material is relatively straightforward, relational wealth
is more complex and multifaceted. In a socioecology
where harvests, cash assets and general fortune are
highly unpredictable across years, women view rela-
tional capital as important, at least in an idealized
way. They elaborate on the importance of their natal
families, their sisters and their mothers (if still active)
as important social allies while at the same time recog-
nizing that these people can be a drain on their own
time and resources. This was clearly shown in Hadley’s
[53] study of child growth in a nearby Pimbwe village,
where wealthy women benefitted less in terms of their
children’s weight for age scores from the availability of
kin than did poorer women. A Pimbwe woman also
thinks strategically about her children’s fathers and
their kin; she might, for example move to a village
where one or more of her children have paternal kin
even if she has divorced the father. Women must also
balance their own desires to remarry and move against
the fate of children who may either be left with natal
kin, with their father’s kin or brought to live with a
new husband. While these dynamics merit detailed
analysis in their own right, for the current purposes
we simply capture relational wealth with variables
measuring number of relatives, residence, child’s con-
ception status and witchcraft. Second, the measures of
each wealth type (embodied, material and relational)
are not, for the most part, indicators of some
common underlying quantifiable dimension that
might be aggregated; by similar token, there is little
multi-collinearity among measures, with highest
associations observed between child’s father’s resi-
dence status and child’s conception status (0.40),
household assets and house quality (0.34), firstborn
Phil. Trans. R. Soc. B (2011)
status and being conceived out of marriage (20.25),
education and height (0.23), and own and child’s
father’s status as a witch (0.23) (electronic supplemen-
tary material, table S1). Third, there are potential
interactions among wealth types [36], the significance
of which is raised in §4.

Finally, mortality prior to fifth birthday is con-
trolled for child’s gender and birth order (among
maternal sibs, classified as first, second to fourth, or
later). Child’s age-adjusted weight and height
(measured as Z-scores calculated using Epi-Info
http://www.cdc.gov/epiinfo/) as averaged across years
were available for a smaller sample.
(d) Analysis and modelling strategy

The effects of the full suite of independent variables on
mortality were examined using survival analysis. The
hazard (or odds) ratio (Exp(B)) of each variable in pre-
dicting the mortality of a woman’s children was
determined through Cox’s proportional hazards
regression run in R (using the survival package). Sur-
vival analysis is appropriate for two reasons. First,
many children were ‘right censored’, that is they had
not yet reached 5 years by the last observation in
September 2006. This method computes the regression
coefficient using uncensored cases only, but includes all
cases to estimate the baseline hazard. Second, Cox
models can incorporate time-dependent covariates.
Thus, variation in the wealth of a child’s household
can be examined as this changes across years, in a
manner analogous to a panel study; for this purpose,
multiple records were created for each individual to
capture the time-varying covariates over a 5 year
period. Cox’s regression is a semi-parametric method,
and assumes no particular distribution for the shape
of the hazard function, other than proportional hazards
(tested and confirmed following [54]); results were also
examined for highly influential cases.

To prepare for a model selection analysis, we made
several modifications to the dataset. First, to combine
categories with small sample sizes the residence status
variables were compacted, without any substantial loss
of information. All other residence categories were
compared against the category ‘dead’, while for the
child’s father’s residence the category ‘dead’ was com-
bined with ‘absent/unknown’ and ‘in household’ with
‘in village’. Second, a woman’s witchcraft status and
that of her child’s father were combined, because
effects on child mortality were so similar (electronic
supplementary material, table S2) and because of
low numbers of accused witches and victims. Third,
to avoid possible sources of bias [55,56], missing
values were multiply imputed in R using the chained
equations algorithm available in the Multivariate
Imputation by Chained Equations (MICE) package;
all predictor variables described above, as well as
parent ethnicity, were used to impute missing values.
For each missing data point, three values were gener-
ated, each produced after 20 iterations of regression
imputation to ensure a stable sampling distribution
(if imputation predictors were themselves missing for
a particular census year, MICE sampled randomly
from their complete cases). This resulted in three

http://www.cdc.gov/epiinfo/
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distinct imputed datasets, with which the reported
analyses were conducted (as recommended by [56]).
Bivariate estimates for the three imputed datasets did
not differ substantially in direction, size of effect,
or levels of significance in comparison with those of
the complete-case analysis, and is presented in the
electronic supplementary material, table S2.

The results (tables 1–3) were produced by model
selection based on comparing AIC scores. We initially
generated a list of 1023 models representing the
various possible combinations of covariates (including
both gender and birth order as controls). Though
such a large model space is undesirable, each model
represents a plausible relationship between covariates
such that we could not exclude any, and the ratio of
observations to parameters remains very high. One
simplifying constraint we imposed on the model
space was to include the measure for a child’s father
for residence and number of relatives whenever we
included the equivalent measure for the focal
mother, and vice versa. After specification, each
model was fitted to each of the three imputed datasets,
and each dataset was ranked according to its AIC
score. We found it computationally efficient to limit
further analysis to those models within the first 99.99
per cent of aggregate AIC weight for each dataset,
and the results reported in table 2 are from this
second, smaller round of model selection. For the
first imputed dataset, this included only 24 models,
and for the remaining two imputed datasets, 31
models. The model-averaged hazard ratio estimates
from this second round for each variable potentially
affecting child morality are reported in table 1. In
table 2, we report the top 14 models in the first missing
data imputation, and include comparable information
from the second and third imputations. Finally, in
table 3 we compare AIC weights for models that
include only material, only relational and only
embodied wealth; control variables were not included.
3. RESULTS
The hazard ratios in both the bivariate analysis (elec-
tronic supplementary material, table S2) and the
multivariate AIC model-averaging approach (table 1)
show that multiple measures of embodied, material
and relational variables predict child mortality in
Mpimbwe. As a control variable gender has no observed
effects on survival; although boys have 12 per cent
higher odds of dying than girls (see table S2 in elec-
tronic supplementary material for odds ratios), the
effect is not significant, neither in the bivariate nor in
the multivariate analysis. As a second control variable,
birth order affects survival, with first births showing
a hazard ratio double (1.5) that of middle births
(2nd–4th born), which do not differ from later births.

For embodied wealth, education reduces a mother’s
chance of losing a child, with children of secondary
educated mothers having a considerably lower risk
(61%) of dying than those of uneducated mothers,
but the results are not statistically significant in either
the bivariate or multivariate models because of low
statistical power. A woman’s height (and weight, not
shown) is consistently associated with a declining risk
Phil. Trans. R. Soc. B (2011)
of mortality for her children, although again the effects
are not statistically significant.

For material wealth, cash value of assets of the
household in which a woman raises her child (a
value that varies across years as both the fortune of
the household and the residence of the child changes)
shows a strong negative effect on mortality risk
(figure 1a). For each 1000 Tanzanian shillings
(US$0.84, as averaged for the period under study),
the risk of morality declines by 0.3 per cent
(table 1). The effect retains statistical significance
with the multivariate AIC model-averaged estimates.
House quality shows no statistically significant effect
on survival.

For relational wealth there are multiple influences
on survival. Given the high mobility of children
across households, a key variable is where the child’s
parents chose to live. Women generally live with their
children under 5 years of age; however, in cases
where the mother has died her children have a high
probability of dying, as seen both in the bivariate and
in the multivariate models (figure 1b); the fact that
no children died when their mother was absent or in
the village reflects the likelihood that caretakers of an
ailing child call on the mother to return. Considering
the residential status of the child’s father, mortality is
highest if the father is either dead or absent/unknown
(figure 1c); whether he resides in the child’s household
or merely in the village is immaterial; this effect is
retained in the multivariate model. Turning to the
full count of relatives a woman has in the village we
see that the best chances for child survival are when
she has no relatives in the village, and that mortality
increases with number of relatives; a similar pattern
holds for the relatives of the child’s father, although
neither effect reaches statistical significance. Whether
the child was born in or out of wedlock had no discern-
ible impact on his or her probability of survival in the
bivariate model, but in the AIC model-averaged esti-
mates children born in legitimate marriages showed
mortality 1.6 times higher than those born to a lover
outside of (or before) marriage (figure 1d). Finally,
women accused of witchcraft since 1994, or women
whose children are fathered by men accused of
witchcraft in that period, have children who are more
than three times more likely to die than the children
of parents who are not so accused (figure 1e).

Child weight for age Z-score is available for 516
children of 256 mothers. In a reduced model, entering
only those predictors significant in a full model
that includes child’s weight for age, there were three
significant predictors of mortality: child’s weight
for age (Exp(B) ¼ 0.553, s.e. ¼ 0.169, p , 0.001,
n ¼ 516), household assets (Exp(B) ¼ 0.998, s.e. ¼
0.001, p ¼ 0.04) and mother’s residence (Exp(B) ¼
6.264, s.e. ¼ 1.001, p ¼ 0.07). This result suggests
that most of the covariates that predict mortality risk
do so through weight loss, indicating a significant
role for food competition, compromised child care,
and disease rather than accidents.

Using the first missing data imputation, 99 per cent
of the AIC weights are accounted for by 14 models;
these are shown in table 2 in the first 11 columns.
On the right-side panels of this table, we show how



Table 1. Hazard ratio (Exp(B)) estimates, 95% confidence intervals and statistical significance (p) for each independent

variable in predicting childhood mortality, averaged over the highest ranked models for each of the three imputed datasets
(24 for imputation 1, 31 for imputations 2 and 3) by AIC weight.

imputation 1 imputation 2 imputation 3

variable, reference category (sample
sizes in parentheses)a Exp(B) 95% CIb pb Exp(B) 95% CIb pb Exp(B) 95% CIb pb

control variables
sex (879), ref. category ‘female’

(439), male (440)

1.003 (0.923,

1.089)

0.95 1.014 (0.922,

1.115)

0.78 1.032 (0.907,

1.175)

0.63

birth order (880), ref. category
‘2nd–4th birth’ (407)

1st birth (196) 1.750 (1.151,
2.660)

0.01 1.676 (1.104,
2.545)

0.02 1.677 (1.120,
2.511)

0.01

5th–12th birth (277) 1.365 (0.938,
1.989)

0.10 1.310 (0.900,
1.906)

0.16 1.345 (0.921,
1.964)

0.12

embodied wealth
education (853), ref. category

‘none’ (144)
lower primary (177) 0.979 (0.876,

1.094)
0.71 0.991 (0.911,

1.077)
0.82 0.983 (0.883,

1.095)
0.76

upper primary (499) 0.965 (0.870,
1.070)

0.49 0.978 (0.906,
1.057)

0.58 0.967 (0.873,
1.070)

0.51

some or finished secondary (33) 0.932 (0.701,
1.239)

0.63 0.944 (0.753,
1.185)

0.62 0.934 (0.706,
1.236)

0.63

height (in cm) (619) 0.996 (0.980,
1.011)

0.57 0.994 (0.977,
1.012)

0.53 0.998 (0.988,
1.008)

0.75

material wealth

household assets (in 1000 s TZ)
(770)c

0.997 (0.996,
0.998)

0 0.997 (0.996,
0.998)

0 0.997 (0.996,
0.998)

0

house quality (770), ref. category
‘no baked bricks’ (256)c

baked bricks (514)

1.179 (0.953,
1.460)

0.13 1.201 (0.960,
1.502)

0.11 1.078 (0.925,
1.258)

0.34

relational wealth
residence status (792), ref. category
‘village/house/absent’ (781)c

dead (11)

4.062 (1.995,
8.269)

0 4.279 (2.153,
8.504)

0 3.503 (1.783,
6.884)

0

child’s father’s residence status

(792), ref. category ‘village/house’
(592)c

absent/unknown or dead (200)

2.199 (1.556,

3.109)

0 1.993 (1.389,

2.860)

0 2.031 (1.439,

2.868)

0

relatives (760), ref. category ‘none’ (48)
1–6 (275) 1.490 (0.695,

3.197)

0.31 1.535 (0.699,

3.371)

0.28 1.318 (0.621,

2.800)

0.47

over 6 (437) 1.720 (0.778,
3.802)

0.18 1.787 (0.786,
4.063)

0.17 1.627 (0.739,
3.586)

0.23

child’s father’s relatives (619), ref.

category ‘none’ (84)
1–6 (162) 1.283 (0.855,

1.924)
0.23 0.938 (0.645,

1.365)
0.74 1.135 (0.764,

1.686)
0.53

over 6 (373) 1.381 (0.877,
2.173)

0.16 0.979 (0.627,
1.528)

0.93 1.246 (0.787,
1.975)

0.35

child’s conception status (916), ref.
category ‘born outside of/before
marriage’ (259)

born inside marriage (657) 1.678 (1.115,
2.527)

0.01 1.634 (1.077,
2.480)

0.02 1.615 (1.079,
2.419)

0.02

own/child’s father witch (916), ref.
category ‘uninvolved’ (863)

accused perpetrator (20) 3.597 (2.007,
6.445)

0 3.785 (2.148,
6.670)

0 3.703 (2.103,
6.521)

0

victim (33) 0.255 (0.064,

1.018)

0.05 0.265 (0.066,

1.067)

0.06 0.257 (0.064,

1.025)

0.05

aUsing imputed missing values (see text).
bCalculated for robust standard errors clustered by child.
cTime-dependent covariates.
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Table 3. Akaike Information Criterion weighting for relational, material and embodied wealth as predictors of child

mortality. Models are shown for imputations 1, 2 and 3.

imputation 1 imputation 2 imputation 3

model rank AIC AIC weight rank AIC AIC weight rank AIC AIC weight

all relational 1 14036.94 99.81 1 14036.94 1.00 2 14046.11 10.01
all material 2 14049.47 0.19 2 14049.47 0 1 14041.72 89.98
all embodied 3 14228.25 0 3 14228.25 0 3 14226.54 0
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these top 14 models are ranked in two subsequent
imputed datasets, and find that they account, respect-
ively, for 93 and 96 per cent of the AIC weights. The
clearest conclusion to draw from this table is that the
top models consist either of all three kinds of wealth,
or of material and relational wealth alone.

Turning more specifically to the role of each vari-
able, shown as grey or white in table 2, we find that
each of the four relational wealth measures, and one
of the material wealth measures (household assets)
are included in each of the top 14 ranked models.
The other measure of material wealth (house quality)
appears in just over half the models, which together
takes the vast majority of the AIC weight. The two
measures of embodied wealth (education and height)
appear in half of the models, most of which have
negligible (5% or less) AIC weight.

Finally we compared three models, consisting
exclusively of embodied, material and relational
wealth, respectively, to determine the best predictor
of a woman’s ability to keep her children alive. In
two of the three imputations, relational wealth is the
best predictor of mortality, with an AIC weight of 99
and 100 per cent, respectively; in the third imputation
material wealth is the strongest predictor, with a weight
of 89 per cent. A mother’s embodied wealth clearly
plays a weaker role in predicting child survival
in Mpimbwe than do her material assets or her
relational wealth.
4. DISCUSSION
Results suggest that elements of a woman’s material
and relational wealth play key roles in assuring fitness
in Mpimbwe, as measured by child survival to age 5;
embodied wealth is also an important predictor, but
with less weight than material and relational wealth.
The variables with conventional statistical significance
levels are more limited: in the multivariate models
child mortality risk is associated with fewer household
assets, with the mother (or the child’s father) being
dead or absent, with the child’s legitimacy and either
parent being accused of witchcraft. Note however
that while each category of wealth matters for offspring
survival, the direction of some effects is unexpected.
The fact that a woman’s children are more likely to
survive if she, and the child’s father, has no relatives
in the village, indicates that in Mpimbwe kin may be
a drain rather than an asset (see discussion below),
and thus that relational ‘wealth’ actually constitutes
an absence of relatives! Similarly, the counterintuitive
enhanced survival of illegitimate children points to
the unimportance of legitimacy in this population
Phil. Trans. R. Soc. B (2011)
(and, perhaps to strategic extrapair mating by
women, as discussed below). As a result, our measures
of embodied, material and relational wealth cannot be
thought of as constituting a single dimension that could
be summed or averaged. In short, the best prospects
for a Pimbwe woman successfully raising children is
to have access to household assets, to conceive chil-
dren out of wedlock, to keep the father around (at
least in the village), to avoid being encumbered with
other distant relatives (even from her natal family),
and to keep herself and the child’s father out of
witchcraft trouble.

Our initial hypothesis was that embodied and rela-
tional wealth might be more important than material
wealth to a woman’s success in raising surviving chil-
dren. This was drawn from Gurven et al.’s [41]
analysis of the relative importance of different wealth
types for variability in household welfare in horti-
cultural populations (including the Pimbwe). The
results here are not entirely supportive insofar as
household assets are an important predictor of child
survival. We do not think that this reflects a discre-
pancy between household well-being (Gurven et al.’s
focus) and child survival (our focus), since the success-
ful raising of children is central to the well-being of the
household. Rather, we suspect that material wealth is
increasingly eclipsing relational and embodied wealth
among the Pimbwe as they obtain greater market
access for cash crops, as traditional institutional net-
works weaken, as more individuals store wealth in
cash, and as witchcraft accusations escalate; these
developments are contingent on the rapid economic
liberalization of the Tanzanian economy and disinte-
gration of traditional values since the late 1990s. In
support of this interpretation, note that in our measure
of relational wealth, we actually find that family
members are important in their absence, as noted
above.

Our findings on control variables are typical of
populations of this type: gender is not an important
influence on child survival in most sub-Sahelian popu-
lations where sons and daughters play key roles in
household provisioning and child care [57]. With
respect to birth order, mortality is somewhat elevated
in first borns, indicative of the immature reproductive
systems of young mothers (that lead to underweight
babies); a U-shaped pattern is common in developing
countries (e.g. [58]), a pattern that tends to shift (to
inverted J and then linear functions) as national
levels of child mortality decline [59]. Mpimbwe is
clearly transitional in this respect.

Turning now to the three wealth types, our
measures of embodied wealth (education and height)
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predict child mortality, but less consistently than do
material and relational wealth, appearing in only
about half of the top AIC-ranked models. A woman’s
education, much discussed as a cause of reduced
infant and child mortality [60], typically enhances
women’s skill and knowledge in effectively using the
available health and community development
resources; it may also increase a woman’s autonomy
within the household in advocating for her children’s
Phil. Trans. R. Soc. B (2011)
health, as shown in Mpimbwe with respect to family
planning [61]. Typically, education effects become
stronger when schooling leads either to more effective
use of healthcare services or reliable cash employment,
neither of which exists to any significant extent in the
village; this may account for the weak effects in
Mpimbwe. Height, another measure of embodied
wealth, is also commonly found to positively affect
child survival in developing nation contexts,
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particularly among women with low levels of edu-
cation [62], most probably because taller women are
generally healthier and stronger, and they also give
birth to heavier babies. The relatively weak effect
observed in Mpimbwe, where health insults are so
prevalent, was unexpected and deserves further study.

Regarding material wealth, household assets predict
a woman’s success in raising her children to age 5,
despite the fact that among horticulturalists there are
few durable goods that can be held exclusively by
households [41] or that are reliably transmitted
across generations [34]. While studies in more socially
differentiated communities show distinct effects of
different measures of material wealth on health and
survival outcomes [52], here we use a composite
measure of the value of household assets as an indi-
cator of relative freedom from material stresses,
insofar as only households with a food surplus can
afford to buy extensive household durable goods
(buckets, bicycle, corrugated iron roofing, etc.), and
such items are rapidly dispensed of in times of
duress. The value of household assets is closely associ-
ated with measures of food security in this population
[46], and previous research in other Pimbwe villages
shows the importance of food security in promoting
child growth [48] and maternal emotional stability
[47,63]. We therefore interpret the consistent entry
of household assets into all of the heavily AIC-
weighted models as clear indication of the importance
of material wealth in contributing to a Pimbwe
woman’s fitness. The association between living in a
mud house without baked bricks (rather than the
more easily cleaned and ventilated baked brick house)
and the enhanced survival of a woman’s children is
difficult to explain, and suggests collinearity (0.34,
see electronic supplementary material, table S1).

Measures of relational wealth appear consistently in
all of the top ranked models. Mothers are more likely
to keep their children alive if they survive for 5 years
after the child’s birth. They are also more successful
in raising surviving children if the father of the child
is present in the household or village, and if they
and the father of the child are free of witchcraft accu-
sations. Rather unexpectedly, a mother is also more
likely to have her children survive if both she and
the child’s father have no kin in the village. The
importance of mothers for child survival is documen-
ted in every population where this has been looked at
quantitatively, and a child’s father’s presence is also
very important in some but not all populations [26].
The prejudicing effect on child survival of relatives is
more unusual, particularly given the current evidence
for humans as cooperative breeders (e.g. [64]), and
clearly deserves closer attention in terms of differen-
tiating specific categories of kin. A woman’s in-laws
may want their son’s wife to reproduce faster than is
optimal for the woman herself, as suspected in a
Gambian farming population where a similar effect
was found (see also [65,66]). Poor child outcomes
for women with numerous natal kin are not typically
observed, although Quinlan & Flinn [25] find a curvi-
linear relationship in Dominica. The pattern is
nevertheless somewhat consistent with Hadley’s [53]
quantitative and qualitative data from another
Phil. Trans. R. Soc. B (2011)
Pimbwe village showing women’s awareness of how
the demands of assistance from their kin can erode
family welfare and child growth (as also seen in
Kenyan Kipsigis agropastoralists for patrilineal rela-
tives [67]). Given the apparent reluctance of nuclear
households to share food (and labour) in this
population, and the lack of effective third party insti-
tutions for social control, Pimbwe are stereotyped as
‘stingy’ and mistrusting. This caricature seems apt
for both kin and non-kin relationships, and is captured
in results of an Ultimatum Game study, which showed
Pimbwe making very low initial offers and retaliating
with very high rates of punishment of low offers
[68]. Suspicion, mistrust and punishment in this
population frequently takes the form of witchcraft
accusations [44] that are here shown, for the first
time to our knowledge, to be associated with devastat-
ing effects on child survival, no doubt reflecting the
severe psychological and economic consequences of
being labelled a witch, and often banished to outlying
areas of the village land. Note that children of victims
of witchcraft (that is, the children of those who accuse
others of witchcraft) do not show enhanced mortality,
ruling out an explanation of reverse causality—namely
that witchcraft explains child death (a common expla-
nation). Rather, such children show substantially lower
mortality than those whose parents are not involved in
witchcraft accusations at all; the reasons for this
finding are as yet unclear, although perhaps only
well-connected individuals can afford to make such
accusations. More generally, being trusted and/or
well-connected in rural Tanzanian villages plays an
important role in assuring family welfare [69].

A final variable to affect child survival is the child’s
conception status. Unexpectedly, children born in
marriage have 60 per cent higher odds of dying than
children born to men other than the mother’s current
spouse; this is consistent with the finding that women
with multiple sequential spouses have higher fitness
than those with a single spouse [45]. While this
might be interpreted as evidence that women seek
men with high genetic quality in extrapair relationships
[70], possible intervening effects deserve further
attention in future analyses.

Here we used model selection for predicting one
component of fitness, offspring survival. An alternative
approach towards uncovering the complexity of factors
affecting fitness lies in investigating the means,
whereby various wealth types influence subsequent
outcomes. For example, a remarkable dataset that
provides social and biological variables at birth for
a Swedish cohort born between 1915 and 1925
Goodman & Koupil [16] shows how biological
(embodied) factors operate through social pathways.
The advantage of such an analysis is that it allows
clear specification of how, in the Swedish case, biologi-
cal factors (such as birth weight) influence fitness
through social processes (such as marriage), or alter-
natively how material factors (such as wealth) might
influence embodied outcomes (such as weight or
height) that subsequently affect fitness. The disadvan-
tage is that such models quickly become highly
complex and population-specific, and therefore diffi-
cult to use in a systematic comparative endeavour.
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5. POTENTIAL OF THIS APPROACH FOR
COMPARATIVE STUDIES
Comprehensive understanding of human behavioural
variation requires a systematic analysis of the deter-
minants of fitness across populations. This is
because individuals are likely to strive most ardently
to acquire (entrain or cultivate) the kinds of wealth
(material, embodied or relational) that are most
important in that particular socioecological context
[11]. In addition, parents will strive to ensure
transmission to their offspring of those kinds of
wealth that most reliably predict the well-being
(and presumed fitness) of their offspring’s families;
comparative evidence for this latter expectation
comes from a study of intergenerational transmission
in 21 foraging, horticultural, pastoralist and agricul-
tural societies where parent–offspring similarities in
wealth were most marked for the resources deemed
to be most important to household well-being in
that particular type of society [34].

There are many human behavioural ecological
studies of individual variation in fitness on which a
more general comparative understanding of human
behavioural variation can be based. Recent compara-
tive reviews of these studies are valuable, but focus
only on a single type of wealth (e.g. material [18])
or on a single kind of society (e.g. foragers [8]).
Here we offer a multivariate approach that provides
a robust and easily replicable way of ranking the
importance of wealth types for fitness across differ-
ent societies. This approach can incorporate
different measures of wealth as appropriate, such as
hunting skill, number of relatives or herd size.
With very simple modifications, it can be applied
to the genders separately, and to different com-
ponents of fitness such as completed fertility or
reproductive success, or the production and survival
of grandchildren. Child survival was used here
because of the availability of longitudinally moni-
tored year-by-year survival of all livebirths born
over an 11 year period with corresponding economic
and demographic covariates, but a similar approach
could be taken to a post-reproductive individual’s
fertility or number of surviving offspring (with
necessarily a greater reliance on reported data).

The advantage of the model selection approach is
that it allows us to directly compare the hypotheses
embodied in the regression models. If we had
simply included all variables in a full regression
model, the resulting parameter estimates would rep-
resent the relationship between our independent
variables and measures of fitness only given the a
priori validity of the full model itself. Standard
null-hypothesis testing allows no principled way to
evaluate the merits of this assumption, nor address
the problem of overfitting, leaving open the pos-
sibility that our estimates are a consequence of the
idiosyncrasies of Mirumba rather than actual associ-
ations among Bantu horticulturalists more broadly.
Modern model selection procedures have the
additional advantage of a rigorous foundation in
information theory (in the case of AIC, as an
approximation of the Kullback–Leibler distance).
Because models are penalized for additional
Phil. Trans. R. Soc. B (2011)
parameters in ways grounded on information
theory, AIC-based metrics strike an effective balance
between the conflicting demands of maximizing
explained variance and avoiding overfitting. For
these reasons, AIC-based models are better suited
than traditional null hypothesis testing for exploratory
analysis when multiple variables (.9) are being
investigated in an inductive manner [71]. This
approach is straightforward, flexible and easily replic-
able whereby researchers working in different
populations can test various hypotheses about the
relationship between wealth measures and fitness.

We view this model selection approach as
complementary to the recent work on life-history
trade-offs, which examine the costs and benefits of
different life-history allocations between embodied
investment and current reproduction, fertility and
(grand) parental care, sons and daughters, etc.
(reviewed in e.g. [72]). This is because with a more
systematic understanding of the various influences on
fitness differences across different types of human
populations, we can better model the life-history
trade-offs that men and women must make in different
social and economic contexts, and thence ultimately
the institutions that emerge for the facilitation and
control of reproduction.

With this approach, general hypotheses can be
derived regarding which wealth types are likely to be
most important to fitness in different kinds of societies,
contingent on the importance of each wealth class to
variations in household well-being [34]. Relational
wealth, for example, may be particularly important
to fitness in populations where material assets are not
reliably transmitted to the next generation, and
where networks of allies are key to obtaining access
to key resources, such as water holes in the Kalahari
!Kung [73]. Embodied wealth may be particularly
important where a heavy reliance on hunted resources
demands skill, stamina and knowledge, as in the Ache
[22,31]. Material wealth may be key where property
norms facilitate the persistence of sharp wealth differ-
entials among individuals and, commonly, over
generations, as in many herders (e.g. [74]) and farmers
(e.g. [75]). The analysis is also open to further
improvements in functional form of the included
models. Because there is good reason to think that
the three kinds of wealth are complements, for
example, wealth type interactions might be used to
predict measures of fitness, and compared across
populations. The claim here then is that by analysing
a suite of wealth types, we provide a foundation for
conducting comparative analyses of fitness determi-
nants across human populations, as initiated in a
recent comparative investigation [18] of men’s hold-
ings of material wealth, thereby providing a key piece
to the analysis of human behavioural diversity.

We acknowledge the support of Louis Leakey Foundation
and the Division of Social Science (University of California
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on the analysis or the manuscript. This paper is dedicated



Fitness and wealth M. Borgerhoff Mulder & B. A. Beheim 355
to Bill Irons who retired from his academic career at
Northwestern University in May 2010, and whose ideas
persist.
REFERENCES
1 Henrich, J. & McElreath, R. 2007 Dual-inheritance

theory: the evolution of human cultural capacities and
cultural evolution. In Oxford handbook of evolutionary
psychology (eds R. Dunbar & L. Barrett). Oxford,

UK: Oxford University Press.
2 Laland, K. & Brown, G. R. 2006 Niche construction,

human behaviour and the adaptive-lag hypothesis. Evol.
Anthropol. 15, 95–104. (doi:10.1002/evan.20093)

3 Rogers, A. R. 1995 For love or money: the evolution of

reproductive and material motivations. In Human repro-
ductive decisions (ed. R. I. M. Dunbar). London, UK:
St. Martin’s Press.

4 Cronk, L., Chagnon, N. A. & Irons, W. 2000 Adaptation
and human behavior: an anthropological perspective.
New York, NY: Aldine de Gruyter.

5 Dunbar, R. & Barrett, L. (eds) 2007 Oxford handbook of
evolutionary psychology. Oxford, UK: Oxford University
Press.

6 Mameli, M. 2007 Evolution and psychology in philoso-

phical perspective. In Oxford handbook of evolutionary
psychology (eds R. Dunbar & L. Barrett). Oxford, UK:
Oxford University Press.

7 Smith, E. A., Borgerhoff Mulder, M. & Hill, K. 2001

Controversies in the evolutionary social sciences: a
guide for the perplexed. Trends Ecol. Evol. 16, 128–135.
(doi:10.1016/S0169-5347(00)02077-2)

8 Smith, E. A. 2004 Why do good hunters have higher
reproductive success? Hum. Nat. 15, 343–364. (doi:10.

1007/s12110-004-1013-9)
9 Cronk, L. 1991 Wealth, status and reproductive success

among the Mukogodo of Kenya. Am. Anthropol. 93,
345–360. (doi:10.1525/aa.1991.93.2.02a00040)

10 Haddix, K. 2001 When polyandry falls apart: leaving

your wife and your brothers. Evol. Hum. Behav. 22,
47–60. (doi:10.1016/S1090-5138(00)00061-1)

11 Irons, W. 1979 Cultural and biological success. In Evol-
utionary biology and human social behavior: an
anthropological perspective (eds N. A. Chagnon & W.

Irons). North Scituate, MA: Duxbury Press.
12 Borgerhoff Mulder, M. 1987 Resources and reproductive

success in women, with an example from the Kipsigis.
J. Zool. 213, 489–505.

13 Gurmu, E. & Mace, R. 2008 Fertility decline driven by
poverty: the case of Addis Ababa, Ethiopia. J. Biosoc.
Sci. 40, 339–358.

14 Livi-Bacci, M. 1986 Social group forerunners of fertility
control in Europe. In The decline of fertility in Europe (eds

A. J. Coale & S. C. Watkins). Princeton, NJ: Princeton
University Press.

15 Vining, D. R. 1986 Social versus reproductive success:
the central theoretical problem of human sociobiology.
Behav. Brain Sci. 9, 167–260. (doi:10.1017/

S0140525X00021968)
16 Goodman, A. & Koupil, I. 2009 Social and biological

determinants of reproductive success in Swedish
males and females born 1915–1929. Evol. Hum.
Behav. 30, 329–341. (doi:10.1016/j.evolhumbehav.

2009.03.007)
17 Hopcroft, R. L. 2006 Sex, status and reproductive suc-

cess in the contemporary US. Evol. Hum. Behav. 27,
104–120. (doi:10.1016/j.evolhumbehav.2005.07.004)

18 Nettle, D. & Pollet, T. V. 2008 Natural selection on male
wealth in humans. Am. Nat. 172, 658–666.
Phil. Trans. R. Soc. B (2011)
19 Fieder, M. & Huber, S. 2007 The effects of sex and
childlessness on the association between status and
reproductive output in modern society. Evol. Hum.
Behav. 28, 392–398. (doi:10.1016/j.evolhumbehav.
2007.05.004)

20 Barkow, J. H. 1989 Darwin, sex and status: biological
approaches to mind and culture. Toronto, Canada: Univer-
sity of Toronto Press.

21 Gurven, M. & Von Rueden, C. 2006 Hunting, social
status and biological fitness. Soc. Biol. 53, 81–99.

22 Hill, K. & Kintigh, K. 2009 Can anthropologists dis-
tinguish good and poor hunters? Implications for

hunting hypotheses, sharing, conventions, and cultural
transmission. Curr. Anthropol. 50, 369–377. (doi:10.
1086/597981)

23 Fink, B., Neave, N., Brewer, G. & Pawlowski, B. 2007
Variable preferences for sexual dimorphism in stature

(SDS): further evidence for an adjustment in relation
to own height. Personal. Indiv. Diff. 43, 2249–2257.
(doi:10.1016/j.paid.2007.07.014)

24 Pawlowski, B., Dunbar, R. I. M. & Lipowicz, A. 2000
Evolutionary fitness: tall men have more reproductive

success. Nature 403, 156. (doi:10.1038/35003107)
25 Quinlan, R. J. & Flinn, M. V. 2005 Kinship, sex, and

fitness in a Caribbean community. Hum. Nat. 16,
32–57. (doi:10.1007/s12110-005-1006-3)

26 Sear, R. & Mace, R. 2008 Who keeps children alive? A

review of the effects of kin on child survival. Evol.
Hum. Behav. 29, 1–18. (doi:10.1016/j.evolhumbehav.
2007.10.001)

27 Voland, E., Chasiotis, A. & Schiefenhoevel, W. (eds)

2005 Grandmotherhood: the evolutionary significance
of the second half of the female life. New Brunswick, NJ:
Rutgers University Press.

28 Gurven, M. & Hill, K. 2009 Why do men hunt? A
reevaluation of ‘man the hunter’ and the sexual division

of labor. Curr. Anthropol. 50, 51–74. (doi:10.1086/
595620)

29 Marlowe, F. 1999 Male care and mating effort among
Hadza foragers. Behav. Ecol. Sociobiol. 46, 57–64.
(doi:10.1007/s002650050592)

30 Winking, J., Kaplan, H., Gurven, M. & Rucas, S. 2007
Why do men marry and why do they stray? Proc. R. Soc.
B 274, 1643–1644. (doi:10.1098/rspb.2006.0437)

31 Kaplan, H. 1996 A theory of fertility and parental invest-
ment in traditional and modern human societies. Yearb.
Phys. Anthropol. 39, 91–135.

32 Kaplan, H. S. & Lancaster, J. B. 2003 An evolutionary
and ecological analysis of human fertility, mating
patterns, and parental investment. In Offspring: human
fertility behavior in biodemographic perspective (eds K. W.
Wachter & R. A. Bulatao). Washington, DC: National
Academies Press.

33 Kaplan, H. S., Hooper, P. L. & Gurven, M. 2009 The
evolutionary and ecological roots of human social organ-

ization. Phil. Trans. R. Soc. B 364, 3289–3299. (doi:10.
1098/rstb.2009.0115)

34 Borgerhoff Mulder, M. et al. 2009 Intergenerational
wealth transmission and the dynamics of inequality in
small-scale societies. Science 326, 682–688. (doi:10.

1126/science.1178336)
35 Bowles, S., Smith, E. A. & Borgerhoff Mulder, M. 2010

The emergence and persistence of inequality in
pre-modern societies: introduction. Curr. Anthropol. 50,
7–17.

36 Smith, E. A., Bowles, S., Hertz, T., Borgerhoff Mulder,
M., Shenk, M. & Gurven, M. 2010 Intergenerational
wealth transmission and inequality in pre-modern
societies: reply. Curr. Anthropol. 51, 119–126. (doi:10.
1086/650152)

http://dx.doi.org/10.1002/evan.20093
http://dx.doi.org/10.1016/S0169-5347(00)02077-2
http://dx.doi.org/10.1007/s12110-004-1013-9
http://dx.doi.org/10.1007/s12110-004-1013-9
http://dx.doi.org/10.1525/aa.1991.93.2.02a00040
http://dx.doi.org/10.1016/S1090-5138(00)00061-1
http://dx.doi.org/10.1017/S0140525X00021968
http://dx.doi.org/10.1017/S0140525X00021968
http://dx.doi.org/10.1016/j.evolhumbehav.2009.03.007
http://dx.doi.org/10.1016/j.evolhumbehav.2009.03.007
http://dx.doi.org/10.1016/j.evolhumbehav.2005.07.004
http://dx.doi.org/10.1016/j.evolhumbehav.2007.05.004
http://dx.doi.org/10.1016/j.evolhumbehav.2007.05.004
http://dx.doi.org/10.1086/597981
http://dx.doi.org/10.1086/597981
http://dx.doi.org/10.1016/j.paid.2007.07.014
http://dx.doi.org/10.1038/35003107
http://dx.doi.org/10.1007/s12110-005-1006-3
http://dx.doi.org/10.1016/j.evolhumbehav.2007.10.001
http://dx.doi.org/10.1016/j.evolhumbehav.2007.10.001
http://dx.doi.org/10.1086/595620
http://dx.doi.org/10.1086/595620
http://dx.doi.org/10.1007/s002650050592
http://dx.doi.org/10.1098/rspb.2006.0437
http://dx.doi.org/10.1098/rstb.2009.0115
http://dx.doi.org/10.1098/rstb.2009.0115
http://dx.doi.org/10.1126/science.1178336
http://dx.doi.org/10.1126/science.1178336
http://dx.doi.org/10.1086/650152
http://dx.doi.org/10.1086/650152


356 M. Borgerhoff Mulder & B. A. Beheim Fitness and wealth
37 Harrell, S. 1997 Human families. Boulder, CO: Westview
Press.

38 Bliege Bird, R. L. & Smith, E. A. 2005 Signaling theory,

strategic interaction, and symbolic capital. Curr. Anthro-
pol. 46, 221–248. (doi:10.1086/427115)

39 Bourdieu, P. & Passeron, J. C. 1990 Reproduction in
education, society and culture. Newport, CA: Sage.

40 Bates, D. G. 2001 Human adaptive strategies: ecology,
culture and politics. Boston, MA: Allyn and Bacon.

41 Gurven, M. et al. 2010 Domestication alone does not
lead to inequality: intergenerational wealth transmission
among horticulturalists. Curr. Anthropol. 51, 49–64.

(doi:10.1086/648587)
42 Jones, J. H. 2009 The force of selection on the human life

cycle. Evol. Hum. Behav. 30, 305–314. (doi:10.1016/j.
evolhumbehav.2009.01.005)

43 Borgerhoff Mulder, M., Caro, T. M. & Msago, A. O.

2007 The role of research in evaluating conservation
strategies in Tanzania: the case of the Katavi-Rukwa
ecosystem. Conserv. Biol. 21, 647–658.

44 Willis, R. G. 1966 The Fipa and related peoples of
south-west Tanzania and north-east Zambia. London,

UK: International African Institute.
45 Borgerhoff Mulder, M. 2009 Serial monogamy as

polygyny or polyandry? Marriage in the Tanzanian
Pimbwe. Hum. Nat. 20, 130–150. (doi:10.1007/
s12110-009-9060-x)

46 Hadley, C., Borgerhoff Mulder, M. & Fitzherbert, E.
2007 Seasonal food insecurity and perceived social
support in rural Tanzania. Publ. Health Nutr. 10,
544–551.

47 Hadley, C. & Patil, C. L. 2008 Seasonal changes in
household food insecurity and symptoms of anxiety and
depression. Am. J. Phys. Anthropol. 135, 225–232.
(doi:10.1002/ajpa.20724)

48 Hadley, C. A. 2005 Ethnic expansions and between-

group differences in children’s health: a case study from
the Rukwa Valley, Tanzania. Am. J. Phys. Anthropol.
128, 682–692. (doi:10.1002/ajpa.20056)

49 Foster, G. M. 1965 Peasant society and the image of lim-
ited good. Am. Anthropol. 67, 293–315. (doi:10.1525/aa.

1965.67.2.02a00010)
50 Kelsall, T., Lange, S., Mesaki, S. & Mmuya, M. 2005 Under-

standing patterns of accountability in Tanzania. Component 2:
the bottom-up perspective. Oxford, UK: Oxford Policy
Management.

51 Armstrong Schellenberg, J. R. M., Nathan, R., Abdulla,
S., Mukasa, O., Marchant, T. J., Tanner, M. & Lengeler,
C. 2002 Risk factors for child mortality in rural Tanza-
nia. Trop. Med. Int. Health 7, 506–511. (doi:10.1046/j.

1365-3156.2002.00888.x)
52 Braveman, P. A., Cubbin, C., Ergater, S., Chideya, S.,

Marchi, K. S., Metzler, M. & Posner, S. 2005 Socioeco-
nomic status in health research: one size does not fit all.
J. Am. Med. Assoc. 14, 2879–2888.

53 Hadley, C. 2004 The costs and benefits of kin: kin net-
works and children’s health among the Pimbwe of
Tanzania. Hum. Nat. 15, 377–395. (doi:10.1007/
s12110-004-1015-7)

54 Box-Steffensmeier, J. M. & Zorn, C. J. W. 2001 Duration

models and proportional hazards in political science.
J. Polit. Sci. 45, 972–988. (doi:10.2307/2669335)

55 Gelman, A. & Hill, J. 2007 Analysis using regression and
multilevel/hierarchical models. Cambridge, UK: Cam-
bridge University Press.

56 Little, R. J. A. & Rubin, D. B. 2002 Statistical analysis
with missing data. Hoboken, NJ: John Wiley and Sons.
Phil. Trans. R. Soc. B (2011)
57 Svedberg, P. 1990 Undernutrition in sub-Saharan Africa:
is there a gender bias. J. Dev. Stud. 26, 469–486. (doi:10.
1080/00220389008422165)

58 Kembo, J. & Van Ginneken, J. K. 2009 Determinants of
infant and child mortality in Zimbabwe: results of multi-
variate hazard analysis. Demograph. Res. 21, 367–384.
(doi:10.4054/DemRes.2009.21.13)

59 Rutstein, S. O. 1984 Infant and child morality: levels, trends
and demographic differentials. Voorburg, The Netherlands:
International Statistical Institute.

60 Hobcraft, J. 1993 Women’s education, child welfare and
child survival: a review of evidence. Health Transition Rev.
3, 159–175.

61 Borgerhoff Mulder, M. 2009 Tradeoffs and sexual con-
flict over women’s fertility preferences in Mpimbwe.
Am. J. Hum. Biol. 21, 478–487.

62 Monden, C. W. S. & Smits, J. 2009 Maternal height and

child mortality in 42 developing countries. Am. J. Hum.
Biol. 21, 305–311. (doi:10.1002/ajhb.20860)

63 Hadley, C. & Patil, C. L. 2006 Food insecurity in rural
Tanzania is associated with maternal anxiety and
depression. Am. J. Hum. Biol. 18, 359–368. (doi:10.

1002/ajhb.20505)
64 Hrdy, S. 2009 Mothers and others: the evolutionary origins

of mutual understanding. Cambridge, UK: Harvard
University Press.

65 Leonetti, D. L., Nath, D. C. & Hemam, N. S. 2007 In-

law conflict: women’s reproductive lives and the roles of
their mothers and husbands among the matrilineal
Khasi. Curr. Anthropol. 48, 861–890. (doi:10.1086/
520976)

66 Sear, R., Mace, R. & McGreggor, I. 2003 The effects of
kin of female fertility in rural Gambia. Evol. Hum. Behav.
24, 25–42. (doi:10.1016/S1090-5138(02)00105-8)

67 Borgerhoff Mulder, M. 2007 Hamilton’s rule and kin
competition: the Kipsigis case. Evol. Hum. Behav. 28,

299–312.
68 Paciotti, B. & Hadley, C. 2003 The Ultimatum game

among sympatric ethnic groups in southwestern
Tanzania: ethnic variation and institutional scope. Curr.
Anthropol. 44, 427–432. (doi:10.1086/374903)

69 Worldbank. 2007 Tanzania pilot rural investment climate
assessment: stimulating non-farm microenterprise growth.
World Bank, Sustainable Development Network.

70 Gangestad, S. W. 2007 Reproductive strategies and
tactics. In Oxford handbook of evolutionary psychology
(eds R. Dunbar & L. Barrett). Oxford, UK: Oxford
University Press.

71 Burnham, K. P. & Anderson, D. R. 2002 Model selection
and multimodel inference: a practical information—theoretic
approach. New York, NY: Springer-Verlag.

72 Lummaa, V. 2007 Life-history theory, reproduction and
longevity in humans. In Oxford handbook of evolutionary
psychology (eds R. Dunbar & L. Barrett). Oxford, UK:
Oxford University Press.

73 Wiessner, P. 2002 Hunting, healing and hxaro exchange:
a long term perspective on !Kung (Ju/’hoansi) large-game
hunting. Evol. Hum. Behav. 23, 407–436. (doi:10.1016/
S1090-5138(02)00096-X)

74 Borgerhoff Mulder, M., Fazzio, I., Irons, W., McElreath,

R., Bowles, S., Bell, A., Hertz, T. & Hazzah, L. 2010
Pastoralism and wealth inequality: revisiting an old
question. Curr. Anthropol. 51, 35–42. (doi:10.1086/
648561)

75 Shenk, M. et al. 2010 Intergenerational wealth trans-

mission among agriculturalists: foundations of agrarian
inequality. Curr. Anthropol. 51, 63–83.

http://dx.doi.org/10.1086/427115
http://dx.doi.org/10.1086/648587
http://dx.doi.org/10.1016/j.evolhumbehav.2009.01.005
http://dx.doi.org/10.1016/j.evolhumbehav.2009.01.005
http://dx.doi.org/10.1007/s12110-009-9060-x
http://dx.doi.org/10.1007/s12110-009-9060-x
http://dx.doi.org/10.1002/ajpa.20724
http://dx.doi.org/10.1002/ajpa.20056
http://dx.doi.org/10.1525/aa.1965.67.2.02a00010
http://dx.doi.org/10.1525/aa.1965.67.2.02a00010
http://dx.doi.org/10.1046/j.1365-3156.2002.00888.x
http://dx.doi.org/10.1046/j.1365-3156.2002.00888.x
http://dx.doi.org/10.1007/s12110-004-1015-7
http://dx.doi.org/10.1007/s12110-004-1015-7
http://dx.doi.org/10.2307/2669335
http://dx.doi.org/10.1080/00220389008422165
http://dx.doi.org/10.1080/00220389008422165
http://dx.doi.org/10.4054/DemRes.2009.21.13
http://dx.doi.org/10.1002/ajhb.20860
http://dx.doi.org/10.1002/ajhb.20505
http://dx.doi.org/10.1002/ajhb.20505
http://dx.doi.org/10.1086/520976
http://dx.doi.org/10.1086/520976
http://dx.doi.org/10.1016/S1090-5138(02)00105-8
http://dx.doi.org/10.1086/374903
http://dx.doi.org/10.1016/S1090-5138(02)00096-X
http://dx.doi.org/10.1016/S1090-5138(02)00096-X
http://dx.doi.org/10.1086/648561
http://dx.doi.org/10.1086/648561

	Understanding the nature of wealth and its effects on human fitness
	Introduction
	Methods
	Ethnographic context
	Data
	Wealth measures
	Analysis and modelling strategy

	Results
	Discussion
	Potential of this approach for comparative studies
	We acknowledge the support of Louis Leakey Foundation and the Division of Social Science (University of California at Davis) for support of fieldwork, the friendship and infinite patience of the families in Mirumba, and the suggestions of Sam Bowles, Mark Grote, Mike Gurven, Rebecca Sear, Eric Smith and two anonymous reviewers on the analysis or the manuscript. This paper is dedicated to Bill Irons who retired from his academic career at Northwestern University in May 2010, and whose ideas persist.
	REFERENCES


