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Although laboratory experiments document cooperative behavior

in humans, little is known about the extent to which individual

differences in cooperativeness result from genetic and environ-

mental variation. In this article, we report the results of two

independently conceived and executed studies of monozygotic

and dizygotic twins, one in Sweden and one in the United States.

The results from these studies suggest that humans are endowed

with genetic variation that influences the decision to invest, and to

reciprocate investment, in the classic trust game. Based on these

findings, we urge social scientists to take seriously the idea that

differences in peer and parental socialization are not the only

forces that influence variation in cooperative behavior.

behavioral genetics � cooperation � experimental economics

Many mutually beneficial transactions involve an element of
interpersonal trust and may fail to materialize in the

absence of an expectation that trust will be reciprocated. The
prevalence of trust in a society has therefore been assigned
primacy in a number of domains, for instance empirical (1) and
theoretical (2) studies of economic growth. In recent years, the
trust game (3) has emerged as a favorite instrument to elicit an
individual’s interpersonal trust and willingness to reciprocate
trust. More generally, the game has been widely used to study
cooperative behavior. In a trust game, an individual (the inves-
tor) decides how much money out of an initial endowment to
send to another subject (the trustee). The sent amount is then
multiplied by some factor, usually three, and the trustee decides
how much of the money received to send back to the investor.
The standard game-theoretic prediction for a single anonymous
interaction between two purely self-interested individuals is for
the investor to send nothing, rationally anticipating that the
trustee will not reciprocate. Yet, experiments consistently show
that cooperation flourishes in the trust game; the average
investor sends a significant share of her endowment, and most
trustees reciprocate (4). A voluminous body of theoretical and
experimental work examines the mechanisms through which
natural selection can favor cooperation, and proposed mecha-
nisms include kin selection (5), reciprocity (6), indirect reciproc-
ity (7), and group selection (8). These models offer different
accounts for the ultimate explanation for the existence of
cooperation and also generate different predictions about ge-
notypic variation in equilibrium (9).

To investigate whether humans are endowed with genetic
variation that could help account for individual differences in
trust game behavior, two separate teams of researchers inde-
pendently conceived and executed a very similar experiment on
twins [see supporting information (SI) for experimental proce-
dures]. These teams became aware of each other for the first time
after all data had been collected. One team recruited 658
subjects from the population-based Swedish Twin Registry, and
the other team recruited 706 subjects from the 2006 and 2007
Twins Days Festivals in Twinsburg, OH. Both teams adminis-
tered the trust game to (identical) monozygotic (MZ) and
(nonidentical) dizygotic (DZ) same-sex twin pairs. The game
was played with real monetary payoffs and between anonymous
partners.

Because MZ twins share the same genes, whereas the genes of
DZ twins are only imperfectly correlated, MZ twins should
exhibit higher correlation in their behavior than DZ twins if
genetic differences help explain heterogeneity in strategies.
Moreover, if we assume that MZ and DZ twins share compa-
rable environments, then we can use these correlations to
estimate explicitly the relative influence of genetic and environ-
mental factors on behavioral variation. Specifically, we conduct
a mixed-effects Bayesian ACE analysis that uses decisions in the
trust game to estimate the degree to which variation in trust and
trustworthiness is influenced by genetic factors (A), environ-
mental factors shared or common to cotwins (C), and unshared
environmental factors (E), which are specific to each twin (see
SI). The analysis provides estimates of proportions of observed
variance in cooperative behavior due to the respective effects of
A, C, and E. This method generates 95% credible intervals (C.I.)
that permit us to test the hypothesis that a factor plays no role
(i.e., explains 0% of the variance; see SI).

Some scholars have objected to the assumption that MZ and
DZ environments are comparable, arguing that MZ twins tend
to be more influenced by one another and are treated more
similarly by their parents than DZ twins (10). If so, then greater
similarity in MZ twins might merely reflect that their shared
environments cause them to become more similar than DZ
twins. However, studies of twins raised together have been
validated by studies of twins reared apart (11), suggesting that
the shared environment does not exert substantially enhanced
influence on MZ twins. Moreover, personality and cognitive
differences between MZ and DZ twins persist even among DZ
twins whose zygosity has been miscategorized by their parents
(12), indicating that being mistakenly treated as an identical twin
by one’s parents is not sufficient to generate observed differ-
ences in similarity. Further, although MZ twins are sometimes in
more frequent contact with each other than DZ twins, it appears
that twin similarity may cause greater contact rather than vice
versa (13).

To evaluate whether the MZ and DZ samples differ, we
performed a series of tests on the mean difference between
MZ and DZ twins for a number of variables (see Table 1). In
the Swedish sample, high P values suggest that differences
between types of twins are not significant for education (P �

0.95), gender (P � 0.35), trust (P � 0.35), trustworthiness
(P � 0.53), cognitive ability (P � 0.64), emotional stability
(P � 0.43), agreeableness (P � 0.54), extraversion (P � 0.63),
and conscientiousness (P � 0.85). In the U.S., differences were
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insignificant for education (P � 0.26), gender (P � 0.91), trust
(P � 0.87), and trustworthiness (P � 0.90). The only significant
difference in either case is age (P � 0.03 in the Swedish sample

and P � 0.02 in the U.S. sample). Thus, with the exception of
age, there is no evidence that the MZ and DZ twins in our
samples are drawn from different environments. In SI, we
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Fig. 1. Distribution of trust and trustworthiness responses, by zygosity. Blue bars indicate frequencies for MZ twins, and yellow bars indicate frequencies for

DZ twins. Upper shows trust, which is the percentage of endowment sent by investor to trustee. Lower shows trustworthiness, which is the percentage returned

by the trustee to the investor. Left shows results for Sweden, and Right shows results for the U.S. For amount sent, the Swedish experiment permitted only six

choices, whereas the U.S. experiment permitted 11.

Table 1. Summary statistics and twin comparisons

Swedish sample

P

U.S. sample

P

MZ twins DZ twins MZ twins DZ twins

Mean SD Mean SD Mean SD Mean SD

Education 0.69 0.46 0.70 0.46 0.95 0.65 0.48 0.71 0.45 0.26

Female 0.78 0.41 0.83 0.38 0.35 0.80 0.40 0.81 0.40 0.91

Age 32.4 7.4 34.6 7.5 0.03 36.9 16.7 32.4 14.8 0.02

Trust 0.77 0.28 0.80 0.25 0.26 0.52 0.27 0.51 0.25 0.87

Trustworthiness 0.39 0.15 0.40 0.16 0.53 0.45 0.25 0.45 0.24 0.90

Cognitive ability 0.01 0.98 �0.04 1.05 0.64

Emotional stability �0.02 1.00 0.07 1.01 0.43

Agreeableness 0.02 0.98 �0.05 1.07 0.54

Extraversion 0.01 0.99 �0.04 1.03 0.63

Conscientiousness �0.00 1.00 0.02 0.99 0.85

Education assumes the value 1 if the individual attended at least some college. Trust is the fraction sent, and trustworthiness is the fraction returned in the

trust game. Psychological measures were adjusted to have mean 0 and standard deviation 1 for the whole sample. Tests of equality take into account the

correlation between subjects by using the GEE cluster-robust variance–covariance matrix of Liang and Zeger (14). These data show that MZ and DZ twins differ

significantly only in age, suggesting that MZ and DZ twins are drawn from very similar environments. To ensure that age is not a factor in the Swedish and U.S.

experiments, we analyzed separate models for above- and below-median age subjects, and we find no significant differences in the estimates.
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demonstrate that heritability estimates are not significantly
different when we stratify the sample by age.

Results

Fig. 1 shows histograms of behavior in the trust game for the
Swedish and U.S. samples. The results are broadly consistent
with prior work showing a substantial tendency to trust and to
reciprocate trust in experimental settings. However, our primary
goal is to investigate whether individual differences in trust and
trustworthiness can, in part, be explained by genetic variation. A
first indication comes from examining the difference in corre-
lations between MZ and DZ twins. These results show that MZ
twins are consistently more similar in their behavior than DZ
twins. In the U.S. sample, nonparametric correlations are 0.13 vs.
�0.07 for trust and 0.26 vs. 0.06 for trustworthiness. In the
Swedish sample, the corresponding figures are 0.25 vs. �0.01 for
trust and 0.29 vs. 0.18 for trustworthiness. Note, however, that
the DZ correlations are estimated with less precision than the
MZ correlations because of a smaller number of DZ twins in
both of our samples.

The results of our mixed-effects Bayesian ACE analysis sug-
gest that variation in how subjects play the trust game is partially
accounted for by genetic differences (Tables 2 and 3 and Fig. 2).
In the ACE model of trust, the heritability estimate is 20% (C.I.
3–38%) in the Swedish experiment and 10% (C.I. 4–21%) in the
U.S. experiment. The ACE model of trust also demonstrates that
environmental variation plays a role. In particular, unshared
environmental variation is a much more significant source of
phenotypic variation than genetic variation (e2

� 68% vs. c2
�

12% in Sweden and e2
� 82% vs. c2

� 8% in the U.S.; P � 0.0001
in both samples). In the ACE model of trustworthiness, herita-
bility (h2) generates 18% (C.I. 8–30%) of the variance in the
Swedish experiment and 17% (C.I. 5–32%) in the U.S. experi-
ment. Once again, environmental differences play a role (e2

�

66% vs. c2
� 17% in Sweden and e2

� 71% vs. c2
� 12% in the

U.S.; P � 0.0001 in both samples).
In Tables 2 and 3, we also provide fit statistics to compare

results from an ACE model that includes all three factors with
models that drop A, C, or both, to determine which factors
significantly contribute to explaining the observed variance.
These comparisons show that either the ACE or the AE model
is the best-fitting model for trust and trustworthiness in both
experiments, suggesting that heritability consistently and signif-
icantly contributes to variance in cooperative behavior. Addi-

tional analyses that separate the sample by age and gender do not
generate significantly different results (see SI).

Despite differences� in these independently conducted exper-
iments, the overall results are very similar. Moreover, we believe
that the reported estimates indicate a lower bound on heritability
and shared environment for two reasons. First, the estimate of
the variance explained by the unshared environmental differ-
ences includes all idiosyncratic error, including measurement
error. If our subjects had each played several rounds of the trust
game with different individuals, our measures of trust and
trustworthiness may have been more precise, which would have
yielded higher estimates of heritability and common environ-
mental influences. Second, one assumption of the ACE model
is that there is no assortative mating with respect to the trait of
interest. If preferences for cooperation are indeed heritable, and
if people who cooperate tend to mate with other cooperative
individuals, then this will increase the similarity in cooperative
behavior in their children. This inflates the correlation of the
genotypes of DZ siblings, making it harder to detect differences
in MZ and DZ twins. As a result, the more assortativity, the
more it biases downward the estimate of heritability.

Discussion

Our results are complementary to work on the neurological
(15–17) and hormonal (18–20) substrates of behavior in the
trust game and other similar social dilemma games. One
imaging study demonstrates that people derive satisfaction
from seeing cooperative norm violators being punished (17).
Enhanced oxytocin levels have been documented in subjects
who received a monetary transfer that ref lected an intention
of trust (18), and later work has demonstrated that exog-
enously administered oxytocin (19) increases trust. Scholars
have also documented associations between cortisol (20) and
trust. These hormonal studies, therefore, indicate that further
study of polymorphisms of CYP11B1 (21), OXTR (22), and
other genes involved in the expression and regulation of these

�There were several minor differences in implementation between the Swedish and U.S.

experiments. In Sweden, subjects were paired with other twins (not their sibling) and paid

several days later. Investors had six choices of how much to send the trustee, and trustees

used the strategy method (they indicated how they would react to any possible amount

sent prior to observing investor behavior). In contrast, subjects in the U.S. were paired with

nontwins and paid immediately. Investors had 11 choices of the amount to send the

trustee, and trustees observed investor behavior when deciding how much to send back.

Table 2. Genetic models of trust (fraction sent in the trust game)

Model

Heritability,

h2

Common

environment, c2

Unshared

environment, e2 DIC Dbar pD

Swedish sample

ACE 0.20 (0.03, 0.38) 0.12 (0.02, 0.31) 0.68 (0.56, 0.81) 13,087.54 12945.12 142.42

AE 0.32 (0.18, 0.45) 0.68 (0.55, 0.82) 13,084.79 12940.47 144.32

CE 0.27 (0.14, 0.41) 0.73 (0.60, 0.86) 13,096.41 12974.09 122.32

E 1.00 (1.00, 1.00) 13,143.04 13141.02 2.02

U.S. sample

ACE 0.10 (0.04, 0.21) 0.08 (0.03, 0.16) 0.82 (0.72, 0.90) 13,522.55 13409.79 112.75

AE 0.16 (0.06, 0.27) 0.84 (0.73, 0.94) 13,521.89 13421.22 100.67

CE 0.13 (0.05, 0.22) 0.87 (0.78, 0.95) 13,529.61 13449.49 80.11

E 1.00 (1.00, 1.00) 13,542.53 13540.54 1.99

These results show that we consistently found a significant proportion of variance in trust is due to heritability, and that the best-fitting models are those that

assume a role for genetic effects and the unshared environment (but not necessarily the common environment). The first column describes each model. ACE

models estimate a parameter for genetic (A), common environment (C), and unshared environment (E); AE models assume the common environment has no

effect, CE models assume there is no heritability, and E models assume only the unshared environment matters. Columns 2, 3, and 4 show the mean estimated

proportion of total variance attributable to genetic effects (h2), common environment (c2), and unshared environment (e2), with 95% credible intervals indicated

in parentheses below each estimate. Model fit is assessed using the deviance information criterion (DIC), which penalizes models for deviance (Dbar), capturing

model fit, and the effective number of parameters (pD), capturing model complexity. The results show that the AE model generates the best fit for both the

Swedish and U.S. samples. The empirical means, 95% credible intervals, and DICs are based on 1,000 draws from the posterior distribution.
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hormones may explain part of the genetic effect on coopera-
tion. In fact, one research team has already identified a
polymorphism in the AVPR1a gene that is associated with
related behavior in the dictator game (23).

There is by now a large literature on cooperation in the
laboratory (4), but thus far, this literature has failed to address

the heritability of interpersonal trust and trustworthiness. Two
previous laboratory studies have examined cooperation between
cotwins (24, 25) to test theories of inclusive fitness (5), whereas
only one has focused on the question of how twins play an
economic game with unrelated individuals (26). Our results thus
suggest that humans are endowed with genetic variation that can
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Fig. 2. Heritable traits generate a significant fraction of the variation in trust and trustworthiness. Each triangle is a ‘‘ternary plot’’ that represents the

proportions of three variance components (genetic, shared environment, and unshared environment) that sum up to one. A point in the center indicates all three

components contribute equally, whereas a point at a vertex indicates that a single component fully explains the variance (i.e., a point at the top vertex indicates

all variance is explained by heritability). Each ternary plot shows the posterior Bayesian distribution of estimated components of total variance in ACE models

from independent experiments in Sweden and the U.S. Colors indicate credible areas calculated using 10,000 posterior draws to estimate a 2D kernel density

of the most likely proportions given the data. The blue areas indicate the highest-density regions with the most credible estimates. The colored areas contain

95% of the draws (i.e., the probability that the true coefficients lie outside the colored regions is P � 0.05). Heritability (h2) of trust is estimated to be (a) 20%

in Sweden and (b) 10% in the U.S. Heritability of trustworthiness is estimated to be (a) 18% in Sweden and (b) 17% in the U.S.

Table 3. Genetic models of trustworthiness (fraction returned in the trust game)

Model

Heritability,

h2

Common

environment, c2

Unshared

environment, e2 DIC Dbar pD

Swedish sample

ACE 0.18 (0.08, 0.30) 0.17 (0.08, 0.28) 0.66 (0.56, 0.75) 11055.12 10889.78 165.34

AE 0.32 (0.18, 0.45) 0.68 (0.55, 0.82) 11057.50 10899.70 157.71

CE 0.27 (0.14, 0.41) 0.73 (0.60, 0.86) 11064.40 10924.20 140.25

E 1.00 (1.00, 1.00) 11130.9 11128.90 2.00

U.S. sample

ACE 0.17 (0.05, 0.32) 0.12 (0.04, 0.25) 0.71 (0.60, 0.82) 10626.82 10493.75 133.07

AE 0.28 (0.16, 0.40) 0.72 (0.60, 0.84) 10625.04 10494.13 130.91

CE 0.24 (0.13, 0.34) 0.76 (0.66, 0.87) 10638.59 10529.65 108.94

E 1.00 (1.00, 1.00) 10680.27 10678.26 2.01

These results show that we consistently found a significant proportion of variability in trustworthiness is due to heritability, and that the best-fitting models

are those that assume a role for genetic effects and the unshared environment (but not necessarily the common environment). For technical details, see Table

2 legend.
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partially account for differences in trust and trustworthiness
when interacting with anonymous partners in the laboratory.
Therefore, one might tentatively conclude this lends support to
theories of human behavior in which cooperators and nonco-
operators coexist.

Genetic variation in human behavior is not always well
understood, but recent work, motivated by consistent findings of
heritability in a variety of personality traits, has argued that
environmental heterogeneity could explain polymorphisms (28).
If the fitness effects of a trait vary across time or space, then
genetic variation can still be maintained in equilibrium (29). It
is certainly possible to imagine that the fitness effects of trust and
trustworthiness vary considerably according to context; although
cooperators can achieve higher fitness when they interact with
one another, they are also susceptible to predation by free-riding
noncooperators. Although by no means conclusive, the finding
of genetic variation in cooperative strategies would tend to favor
evolutionary models that yield polymorphic equilibria over those
that predict fixation on populations that always cooperate or
always defect.**

Although we do find that genetic differences play a significant
role for behavior in the classic trust game, the largest portion of
the variance is explained by differences in unique environment.
This is consistent with general results from the trust game that
indicate behavior is more susceptible to state (unique mood,
context) than trait (18). However, a result that may surprise some
social scientists is that genetic differences appear to be a more
important source of phenotypic variation than differences in
common environment. This finding is in line with a broad
consensus in the behavior genetics literature. Indeed, the second
‘‘law of behavior genetics’’ proposed by Turkheimer (30) is that
the effect of being raised in the same family is generally smaller
than the effect of genes.†† Thus, we urge social scientists to take

seriously the idea that peer and parental socialization are not the
only forces that explain differences in cooperative attitudes.

Materials and Methods

The Swedish study was undertaken in collaboration with the Swedish Twin
Registry at Karolinska Institutet. The registry is the largest twin registry in the
world and has been described in detail elsewhere (31). Same-sex twins born
from 1960 to 1985 were solicited by e-mail and recruited in all major Swedish
cities throughout the summer and autumn of 2006. A condition for partici-
pation was that both twins in a pair were able to attend the same experimen-
tal session. In total, 658 individuals (71 DZ and 258 MZ same-sex pairs of twins)
participated. When the subjects arrived to the experimental session, they were
seated apart and given oral general instructions about the experiments.
Subjects played the trust game with other twins but never with their sibling.
Zygosity was assigned by questionnaire items that have been shown to have
a reliability of 95–98% (31).

The U.S. study had two phases. The first phase was conducted at the
University of California, Davis, with 100 subjects. Subjects were not required
to be twins; they were adults recruited from social science courses and were
paid a $5 participation fee. They were also told they would be paid based on
the outcome of a randomly selected game at the conclusion of the second
phase of the study. The second phase was administered to same-sex adult
twins in the research area at the annual Twins Days Festival in Twinsburg, OH,
in August 2006 and 2007. This festival attracts �2,000 twins each year, many
of whom volunteer for a number of studies. Same-sex twins 18 years of age
and older were permitted to participate. A condition for participation was
that both twins in a pair were able to attend the same experimental session.
In total, 706 individuals participated (75 DZ and 278 MZ same-sex pairs of
twins). Zygosity was determined by self-report, which has been used previ-
ously for studies of Twins Days participants (32). In particular, one study of 86
Twins Days subjects showed self-report to be 100% reliable compared with a
genotypic assessment of zygosity (33). When the subjects arrived, they were
given general instructions about the experiments and were asked not to
communicate with one another. Subjects who had participated in 2006 were
excluded from taking part in 2007.

Experimental instructions in their entirety and details on the estimation of
model parameters are reported in SI.
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