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The ratio of second-to-fourth digit length (2D:4D) has been suggested to reflect prenatal steroid levels, which likely bear
important consequences for vertebrate adult-age physiology, behavior, and reproductive success. The evidence for 2D:4D being
related to individual fitness comes largely from studies in humans. These studies have not, however, been conclusive as important
confounding factors affecting completed family size (e.g., socioeconomic status) have not been accounted for and the vast
majority of the participants examined have not yet ended their reproductive careers. In addition, the life-history traits generating
such fitness differences have received less attention in the literature. We studied whether 2D:4D was associated with several life-
history traits (probability of reproducing, adulthood height, ages at first and last reproduction, and interbirth intervals) and
fitness (the number of offspring raised to adulthood) in postreproductive Finnish women, while controlling for education and
spatio-temporal variation of traits. We found no association between 2D:4D and the life-history traits studied and fitness among
these Finnish women. These results thus cast doubts to the claim that 2D:4D predicts female life histories and evolutionary fitness
in humans. Key words: age at first reproduction, age at last reproduction, birth spacing, digit ratio (2D:4D), stature, prenatal

steroids, testosterone. [Behav Ecol 21:1061-1066 (2010)]

Recent decades have witnessed a growing understanding of
the importance of prenatal programming on individual’s
subsequent physiology, behavior, phenotype, and ultimately
on reproductive success (Lindstrom 1999; Lummaa and
Clutton-Brock 2002; Gluckman and Hanson 2005) that may
last over generations (Pembrey et al. 2006). For example, in
humans low birth weight for gestational age and prematurity
at birth have both been associated with increased mortality
and impaired reproductive success in adulthood, leading to
reduced long-term individual fitness (Swamy et al. 2008;
Goodman and Koupil 2009). Prenatal steroids have also been
considered to play a role in the programming of later-life re-
productive performance (Cohen-Bendahan et al. 2005). Such
effects are, however, inherently difficult to study and manip-
ulate in most vertebrate species, particularly in humans due to
ethical issues. Therefore, most of our current understanding
on the effects of prenatal steroids (mainly testosterone) on
later-life performance in humans comes from indirect obser-
vations. For example, congenital adrenal hyperplasia (CAH),
a medical disorder causing elevated testosterone levels during
prenatal development, has been shown to impair growth
and fertility in both women and men (New 2004; Merke and
Bornstein 2005).

One noninvasive retrospectively available measure, the ratio
of second-to-fourth digit lengths (2D:4D), has been high-
lighted as a potentially useful phenotypic marker of steroid
exposure in utero in vertebrates (Manning 2002, 2008;
McIntyre 2006). Although the underlying causal connections
remain still elusive (Forstmeier et al. 2008), it is generally
postulated that the lower the individual 2D:4D, the higher
testosterone but the lower estrogen levels experienced during
fetal life. In humans, the evidence for this hypothesis comes
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from studies showing that 2D:4D is sexually dimorphic with
lower ratios among males than females from the end of the
first trimester of fetal development onwards (Manning et al.
1998; Peters et al. 2002; Malas et al. 2006; Galis et al. 2010)
and that 2D:4D does not markedly change from childhood to
adulthood (McIntyre et al. 2005; Trivers et al. 2006). Further-
more, CAH, which leads to excessive prenatal androgen pro-
duction, has been shown to be related to low 2D:4D in both
sexes (Brown et al. 2002; Okten et al. 2002; Ciumas et al.
2009). Similarly, women with polycystic ovarian syndrome
(PCOS) that presumably relates to increased prenatal testos-
terone level have lower than normal 2D:4D (Cattrall et al.
2005). In addition, women from the opposite-sex twin pairs
have also been reported to show masculinized 2D:4D (van
Anders et al. 2006; Voracek and Dressler 2007). Most impor-
tantly, 2D:4D has been found to negatively relate to the ratio
of fetal testosterone to estrogen levels measured by amniocen-
tesis (Lutchmaya et al. 2004).

Variation in 2D:4D has been suggested to have evolutionary
relevance because of its associations with fitness components.
At the phenotypic level, evidence for an association between
2D:4D and reproductive success comes from few studies
in humans, provided mainly by Manning and his coworkers
(Manning et al. 2000, 2003; Manning and Fink 2008). Using
data from 8 countries and including childless individuals and
adjusting for participant age, they reported that in men 2D:4D
was negatively related to the number of children born in 3
countries, whereas in women 2D:4D was positively related to
the number of children born in 4 countries (Manning et al.
2000, 2003). In one country, South Africa, women showed
a men-type association, that is, a negative association between
2D:4D and family size (Manning et al. 2003). Furthermore,
Voracek et al. (2010) recently reported a negative correlation
between 2D:4D and family size in male fire fighters. Sample
sizes in these correlations were moderate, ranging from 27 to
214 participants aged at least 18 years. Manning and Fink
(2008) using global data from the BBC Internet Study found
that in 83 681 at least 18-year-old men self-measured 2D:4D
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was negatively related to the number of children born,
whereas in 69 173 same-age women 2D:4D was positively re-
lated to the number of children born. The explanatory power
of 2D:4D has, however, been extremely low in these studies.
For example, in the BBC Internet Study, 2D:4D explained less
than 0.03% of variation of family size. In addition, previous
studies have likely used inaccurate proxies of the evolutionary
fitness of individuals as they have not measured their com-
pleted reproductive output by including postreproductive in-
dividuals (just adjusted for participant age) and not taken
offspring survival into account.

Fitness-related life-history traits in relation to 2D:4D have not
been extensively examined either. An exception to this is adult-
hood height. The results have, however, been conflicting as
some studies have reported no correlation between 2D:4D
and adult height (Manning et al. 1998; Fink et al. 2003; Neave
et al. 2003; Rahman et al. 2005), whereas some have found
lower 2D:4D among taller individuals (Hurd and van Anders
2006; Tester and Campbell 2007; Barut et al. 2008) or just the
opposite (Lippa 2003). Moreover, in the BBC Internet Study,
women with high 2D:4D started reproducing at an earlier age
(Manning and Fink 2008). Most importantly, there is recent
evidence that the gene associated with height and age at men-
arche in women is also associated with 2D:4D (Medland et al.
2010). To our knowledge, no study has yet looked at other life-
history traits, like age at last reproduction and birth spacing in
women. All the above-mentioned life-history traits have been
suggested to be related to fitness in women, also in contem-
porary populations (e.g., Kirk et al. 2001; Nettle 2002; Helle
et al. 2005; Pettay et al. 2007; Byars et al. 2010).

The aim of this study was to investigate the associations be-
tween 2D:4D and key life-history traits and fitness in contem-
porary postreproductive Finnish women. The current analysis
advances the field by studying women who have ended their
reproductive careers, making it possible to estimate their life-
time reproductive success, and by accounting for variation in
life histories arising from socioeconomic and spatio-temporal
differences. First, we examine the association of 2D:4D
on whether these women reproduced during their lifetime.
Second, among those women who reproduced at least once,
we examine how the variation in life-history traits, including
adulthood height, ages at first and last reproduction and inter-
birth intervals, and fitness relates to women’s 2D:4D.

MATERIALS AND METHODS
Participants

Data on completed lifetime reproductive history including life-
time reproductive success and the right and left hand 2D:4D of
women (n = 312) born in years 1946-1958 in Finland were
collected by questionnaires during 2006 (Helle and Lilley
2008). These women are presumably a random sample of
approximately 50-, 55- and 60-year-old voluntaries that partic-
ipated in Finnish national screening program of cervical can-
cer in year 2006. The relatedness of these women is unknown
but is must be rather negligible because these women repre-
sent a geographically diverse sample from Finland (Helle and
Laaksonen 2009). The women studied were largely born dur-
ing the “baby boom” period that followed the end of the
Second World War. From the 1960s onwards, when the earliest
cohort of the women studied started to reach sexual maturity,
Finnish women generally made use of modern contraceptive
methods (78% of the women included in this study reported
that they have used contraceptives during their lifetime). Life-
history variables recorded for the purposes of the current
study were adulthood height, ages at first and last reproduc-
tion, mean interbirth interval and fitness. For those women
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Table 1
Summary statistics of the variables studied

n Mean (*SD) Minimum Maximum

Right hand 2D:4D 303 0.978 (£0.031) 0.900 1.076
Left hand 2D:4D 307 0.972 (+0.033) 0.886 1.076
Age at first 267 24.16 (+4.55) 16 43
reproduction (year)

Age at last 267 2891 (+5.21) 17 43
reproduction (year)

Adult height (cm) 305 164.2 (+5.67) 149 193
Mean interbirth 267 191 (+1.80) 0 10

interval (year)
Lifetime reproductive 312
success

1.75 (£1.04) 0 5

who gave birth to one child during their lifetime, the mean
interbirth interval was set to zero in order to avoid the de-
letion of these women from the regression analyses. We used
lifetime reproductive success, the total number of offspring
raised to age 18, as a fitness-measure because it has been
shown to be in good accordance with the long-term individual
contribution to the future gene pool (Brommer et al. 2004).
We also recorded women’s birth area (classified to born in
North-, South-, or West-Finland or born abroad), birth cohort
(1946-1947, 1951-1952, or 1956-58), and their education
(elementary school, secondary school, or university degree),
which is an important determinant of family size in modern
populations (e.g., Kravdal and Rindfuss 2008).

Digit ratio measurements

During the collection of questionnaires, both of the women’s
hands were scanned (Canon Canoscan D660U) for 2D:4D
measurements. The digits were measured from the tip of
the finger to the crease proximal to the palm with computer
program Image-] (http://rsb.info.nih.gov/ij/) by one person.
Sixty randomly selected hands were measured twice by the
same person in order to estimate repeatability (i.e., intraclass
correlation coefficient) of 2D:4D measurements using one-
way analysis of variance (Lessells and Boag 1987). The
2D:4D measurements showed a repeatability of 0.79 (F 59 =
8.44, P = 0.0052). There was also no difference between the
mean right and left hand 2D:4D among these women (paired
ttest, 1301 = 0.07, P = 0.94). The 2D:4D of both hands were,
however, included in the analyses (and not, e.g., their mean)
because the 2D:4D of both hands have been used in previous
studies investigating 2D:4D and reproductive success and
because the associations studied may show side-specificity
(Manning 2008) because the sex difference is more elabo-
rated in the right hand 2D:4D (Hoénekopp and Watson,
forthcoming).

Statistical analysis

Summary statistics of the variables studied are given in Table 1.
Prior to the analyses, we checked for the potential nonlinear-
ity of associations between 2D:4D (separately for both hands)
and female life history. Second-order polynomials were con-
sidered only because if 2D:4D works as a fitness component
in women then the plausible polynomials we would expect
to find are either convex (disruptive selection) or concave
(balancing selection) associations (Travis 1989). However,
we found no clear evidence for nonlinearity (F3999 < 1.2,
P > 0.31); in the case of age at last reproduction and the
left hand 2D:4D only, there was a marginal association
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(F9,999 = 2.9, P= 0.06). We therefore restricted the analyses to
linear associations. We started by examining how 2D:4D was
related to whether women (n = 265) had any children during
their lifetime (9.9% remained childless) using logistic regres-
sion with binomial errors and logit link function (Allison
1999). The right and left hand 2D:4D were both simulta-
neously included into the model, but we first tested whether
their joint influence showed statistical significance. After this,
among the women who reproduced (7 = 240), we studied the
association between the right and left hand 2D:4D and wom-
en’s height, ages at first and last reproduction, mean inter-
birth interval, and fitness using general multivariate linear
regression model with exact tests (Knattree and Naik 2003).
The primary aim of the model was to test the hypothesis that
the life histories studied are neither related to the right nor
left hand 2D:4D. If this hypothesis is rejected, more specific
analyses investigating which hand 2D:4D relates to which
female life-history traits are warranted. All the models con-
trolled for women’s birth area, birth cohort, and educational
level. Correlations among response variables varied between
|} = 0.04-0.61. In order to obtain more biologically interpret-
able parameter estimates, both the right and left hand 2D:4D
were standardized to zero mean and 1 standard deviation
(SD). Therefore, the parameter estimates represent how the
change of 1 SD in the 2D:4D measures related to women’s life-
history traits and fitness. Collinearity among digit ratios was
assessed with variance inflation factors. The largest variance
inflation factor was 1.65, suggesting no such problems.
Multivariate regression assumes multinormally distributed
residuals, which was visually confirmed to hold (after mean
interbirth interval by adding a constant was log-transformed)
by using multivariate chi-square plot (Knattree and Naik
2003). The most robust multivariate test, Pillai’s trace, was
used for statistical inference (Knattree and Naik 2003). The
heteroskedasticity of the model residuals was assessed accord-
ing to White (1980) and found to be homoskedastic (x2>9.6,
P > 0.09). All analyses were conducted with SAS statistical
software version 9.2 (SAS Institute Inc, Cary, NC).

RESULTS

We found that 2D:4D was not associated with the probability of
women having at least one child during their lifetime (y; =
2.48, P = 0.29). Moreover, multivariate linear regression anal-
ysis provided no evidence for a statistical association between
2D:4D and the life-history traits studied and fitness (Pillai’s
trace = 0.026, P = 0.81). Therefore, no detailed analyses in-
vestigating whether the right or left hand 2D:4D relates to
specific female life-history traits were statistically justified. In
addition, the 2D:4D explained only up to 0.9% of variation in
the response variables studied.

Figure 1 shows scatter plots for these response variables in
relation to 2D:4D and their corresponding regression coeffi-
cients with 95% confidence intervals. These confidence inter-
vals define the range of parameters supported by the data,
and they show that in each case the influence of 2D:4D on
the response clearly includes the value of the null hypothesis
of no association between 2D:4D and female life history. Fur-
thermore, the maximum upper and lower limits regarding the
association between 2D:4D and fitness, for example, suggest
that an increase of 1 SD in left hand 2D:4D was related to 0.18
more adult offspring, whereas 1 SD increase in right hand
2D:4D was related to 0.16 adult offspring less in these women.
In other words, a difference of one adult offspring would have
required an increase of almost 6 SD units in the left hand
2D:4D—a value out of the range recorded for these women
(Table 1).
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DISCUSSION

Recent acknowledgment of the importance of early program-
ming on adult phenotype and behavior has generated a wide
interest on 2D:4D as a potential noninvasive indicator of pre-
natal steroid exposure in vertebrates. In humans, this interest is
evidenced as a large number of articles published between
1998 and 2009 relating 2D:4D to the various aspects of adult-
hood life in both sexes (Voracek and Loibl 2009). From an
evolutionary point of view, perhaps the most relevant result
yet has been the potential association between 2D:4D and
reproductive success documented in some human popula-
tions. These studies have provided some indication that low
and high 2D:4D in men and women, respectively, might pin-
point their higher evolutionary success (Manning et al. 2000,
2003; Manning and Fink 2008; Voracek et al. 2010). However,
the current data on postreproductive Finnish women provide
no evidence for an association between 2D:4D and fitness.
The only agreement with the current data and the previous
ones is the extremely low explanatory power of 2D:4D in pre-
dicting reproductive success in humans. In these Finnish
women, the right and left hand 2D:4D together explained less
than 0.2% of variation in fitness only. This together with the
estimated maximum effect sizes here gives little support to the
claims that 2D:4D explains any biologically meaningful varia-
tion of human fitness. In this population, 2D:4D seemed to be
unrelated to women'’s life histories as well. These findings thus
also contrast, for example, those studies reporting association
between 2D:4D and adulthood stature (Lippa 2003; Hurd and
van Anders 2006; Tester and Campbell 2007; Barut et al. 2008)
and age at first reproduction (Manning and Fink 2008) in
humans.

The failure to replicate the previous findings of statistically
significant associations between 2D:4D and the outcome of
interest are unfortunately common in the field of 2D:4D re-
search. Publication bias may not be an unfamiliar phenome-
non in this field either (Voracek and Loibl 2009), which
suggests that we may have currently overestimated some of
the associations studied. However, recent meta-analyses have
suggested only moderate publication bias at best among stud-
ies relating 2D:4D to athletic prowess and those examining
sex difference in 2D:4D (Hénekopp and Schuster 2010;
Honekopp and Watson, forthcoming). Difficulties in repeat-
ing previously published results concern also the measures of
fertility that may underlie some of the variation in female life-
history traits included in this study. For example, age at men-
arche was initially reported to correlate with women’s 2D:4D
(Matchock 2008), but similar results were not found in sub-
sequent attempts to establish such an association (Lujan et al.
2009; Helle 2010). Similarly, preliminary associations reported
between 2D:4D and fertility-related female sex hormones
were not supported by a recent meta-analysis (Honekopp
et al. 2007). Nevertheless, there is recent genetic evidence
that the gene related to delayed age at menarche and in-
creased height may also be associated with increased 2D:4D
in women (Medland et al. 2010), but with respect to 2D:4D
these associations do not correspond to those suggested at the
phenotypic level (see above). Therefore, there is yet no con-
vincing evidence to suggest that the life history of women
reflects their 2D:4D.

Apart from this, the fundamental paradigms of the 2D:4D
theory remains still far from resolved. One of the major short-
comings of the theory is that there is very little direct evidence
that digit ratios respond to prenatal steroid concentrations and
if they do, what are the actual causal connections behind such
links (Forstmeier et al. 2008). In humans, this is not surprising
given the inability to manipulate steroid levels during prenatal
development. Perhaps the most convincing evidence to date

9T0Z ‘YT Jequeldes uo efee.mes Uauibiniiy-SM A L e /610 [eunopioxo-0aeysg/:dny wou) pepeojumoq


http://beheco.oxfordjournals.org/

1064

Age at last reproduction (yr) Adulthood height (cm)

Number of adult offspring

Figure 1
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for the 2D:4D theory in humans comes from “natural experi-
ments” that are associated with increased androgen exposure
during gestation. Women diagnosed for CAH have lower,
more male-like 2D:4D (Brown et al. 2002; Okten et al. 2002;
Ciumas et al. 2009), whereas genetic XY-males lacking prena-
tal testosterone exposure due to complete androgen insensi-
tivity syndrome have instead higher, more female-like 2D:4D
(Berenbaum et al. 2009). These studies are corroborated by
the finding that testosterone-receptor sensitivity negatively
correlates with 2D:4D (Manning et al. 2003). Moreover,
women having PCOS also show lowered 2D:4D (Cattrall
et al. 2005). However, these findings have not been success-
fully replicated in all studies (see Buck et al. 2003 for CAH
and Lujan et al. 2009 for PCOS).

Animal models have also been applied to examine this ques-
tion. In studies of birds, Romano et al. (2005) and Saino et al.
(2007) showed that experimental elevation of egg yolk
steroids affected digit ratios in captive strains of pheasants
(Phasianus colchicus), but these results differed with respect
to sex and the digit ratio measure used (2D:3D vs. 2D:4D).
In mammals, Talarovicova et al. (2009) found that experimen-
tally elevated levels of maternal testosterone decreased off-
spring 2D:4D in rats. However, this result was based only on
3 manipulated females and their 8 pups for digit ratio meas-
urements, and Lilley et al. (2010) failed to find a phenotypic
correlation between maternal testosterone level and offspring
2D:4D in field voles. In contrast, anogenital distance, a well-
known marker of prenatal androgen exposure in rodents,
does not seem to correlate with 2D:4D in mice (Hurd et al.
2008; Manno 2008).

All the above-mentioned experimental studies have manip-
ulated the amount of maternally derived steroid concentra-
tions. It is likely that some, if not the majority, of the steroid
exposure for digit development comes from the embryo itself
(Manning 2002; McIntyre 2006; Forstmeier et al. 2008). If
the steroids of embryonic origin play a more important role
in affecting digit ratios than the maternal ones, avian models
may not have that much relevance here unless there is a link
from maternal to embryonic steroid concentrations (see
Forstmeier et al. 2008). In mammals, however, the placental
enzyme aromatase generally buffers the embryo from high
levels of maternally exposed testosterone (Cohen-Bendahan
et al. 2005). Manipulating the steroid concentrations pro-
duced by the embryo itself might unfortunately turn out to
be a really daunting task. More experimental research using
suitable animal models are therefore needed to examine the
future potential of digit ratios as retrospective markers of pre-
natal programming.

In conclusion, these results suggest that women’s life history
and fitness were unrelated to their 2D:4D in this contemporary
Finnish population. It is not straightforward to put these find-
ings into context because we do not currently know whether
digit ratios indicate what they are generally expected to indi-
cate or whether these contrasting findings should be consid-
ered an anomaly rather than a rule in the current literature.
In addition, several points in this study, as in many previous
reports, may have affected the ability to establish associations
between 2D:4D and female life history. For example, we cannot
exclude the possibility of 2D:4D-related selective mortality dur-
ing the reproductive lifespan that might have had some bear-
ing on the results because 2D:4D may be associated with the
earlier onset of breast cancer and higher mortality from breast
and ovarian cancers in women (Manning 2008). Assortative
pairing by 2D:4D, that is, a tendency of presumably high-
fertility women having high 2D:4D to marry low fertility hav-
ing high 2D:4D (Voracek et al. 2007), may have also masked
the associations examined here. Moreover, the indirect meas-
urements of 2D:4D used here are shown to produce lower

1065

mean 2D:4D than direct measurements (Allaway et al. 2009)
and may have reduced our ability to detect association
between the traits studied if weak (Manning et al. 2010).

FUNDING
The Academy of Finland (207270).

Thanks to Thomas Lilley, Tea Amunet, Tuula Salmi, and Liisa Lindberg
for their help collecting the data, Kalle Lertola for statistical advice, and
Ian Rickard and 2 anonymous reviewers for helpful comments.

REFERENCES

Allaway HC, Bloski TG, Pierson RA, Lujan MA. 2009. Digit ratios
(2D:4D) determined by computer-assisted analysis are more reliable
than those using physical measurements, photocopies, and printed
scans. Am | Hum Biol. 21:365-370.

Allison PD. 1999. Logistic regression using the SAS® system: theory
and application. Cary (NC): SAS Institute Inc.

van Anders SM, Vernon PA, Wilbur CJ. 2006. Finger-length ratios show
evidence of prenatal hormone transfer between opposite-sex twins.
Horm Behav. 49:315-319.

Barut G, Tan U, Dogan A. 2008. Association of height and weight with
second to fourth digit ratio (2D:4D) and sex differences. Percept
Mot Skills. 106:627-632.

Berenbaum SA, Bryk KK, Nowak N, Quigley CA, Moffat S. 2009. Fin-
gers as a marker of prenatal androgen exposure. Endocrinology.
150:5119-5124.

Brommer JE, Gustafsson L, Pietidinen H, Merila J. 2004. Single-
generation estimates of individual fitness as proxies for long-term
genetic contribution. Am Nat. 163:505-517.

Brown WM, Hines M, Fane BA, Breedlove SM. 2002. Masculinized
finger length patterns in human males and females with congenital
adrenal hyperplasia. Horm Behav. 42:380-386.

Buck JJ, Williams RM, Hughes IA, Acerini CL. 2003. In-utero andro-
gen exposure and 2" to 4™ digit length ratio—comparison be-
tween healthy controls and females with classical congenital
adrenal hyperplasia. Hum Reprod. 18:976-979.

Byars SG, Ewbank D, Govindaraju DR, Stearns SC. 2010. Natural se-
lection in a contemporary human population. Proc Natl Acad Sci
U S A. 107:1787-1792.

Cattrall FR, Vollenhoven BJ, Weston GC. 2005. Anatomical evidence
for in utero androgen exposure in women with polycystic ovary
syndrome. Fertil Steril. 84:1689-1692.

Ciumas C, Hircshberg AL, Savic 1. 2009. High fetal testosterone and
sexually dimorphic cerebral networks in females. Cereb Cortex. 19:
1167-1174.

Cohen-Bendahan CCC, van de Beek C, Berenbaum SA. 2005. Prenatal
sex hormone effects on child and adult sex-typed behavior: meth-
ods and findings. Neurosci Biobehav Rev. 29:353-384.

Fink B, Neave N, Manning JT. 2003. Second to fourth digit ratio, body
mass index, waist-to-hip ratio, and waist-to-chest ratio: their relation-
ship in heterosexual men and women. Ann Hum Biol. 30:728-738.

Forstmeier W, Rochester J, Millam JR. 2008. Digit ratio unaffected by
estradiol treatment of zebra finch nestlings. Gen Comp Endocrinol.
156:379-384.

Galis F, Ten Brock CMA, Van Dongen S, Wijnaendts LCD. 2010. Sex-
ual dimorphism in the prenatal digit ratio (2D:4D). Arch Sex Behav.
39:57-62.

Gluckman PD, Hanson M. 2005. The fetal matrix: evolution, develop-
ment, and disease. New York: Cambridge University Press.

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.

Helle S, Lummaa V, Jokela J. 2005. Are reproductive and somatic
senescence coupled in humans? Late, but not early, reproduction
correlated with longevity in historical Sami women. Proc R Soc B
Biol Sci. 272:29-37.

Helle S. 2010. Does second-to-fourth digit length ratio (2D:4D) pre-
dict age at menarche in women. Am | Hum Biol. 22:418-420.

Helle S, Laaksonen T. 2009. Latitudinal gradient in 2D:4D. Arch Sex
Behav. 38:1-3.

9T0Z ‘YT Jequeldes uo efee.mes Uauibiniiy-SM A L e /610 [eunopioxo-0aeysg/:dny wou) pepeojumoq


http://beheco.oxfordjournals.org/

1066

Helle S, Lilley T. 2008. Maternal 2" to 4™ digit ratio does not predict
lifetime offspring sex ratio at birth. Am J Hum Biol. 20:700-703.
Hurd PL, Bailey AA, Gongal PA, Yan RH, Greer ]J, Pagliardini S. 2008.
Intrauterine position effects on anogenital distance and digit ratio

in male and female mice. Arch Sex Behav. 37:9-18.

Hurd PL, van Anders SM. 2006. Latitude, digit ratio, and Allen’s and
Bergman’s rules: a comment on Loehlin, McFadden, Medland, and
Martin. Arch Sex Behav. 36:139-141.

Honekopp J, Barholdt L, Beier L, Liebert A. 2007. Second to fourth
digit length ratio (2D:4D) and adult sex hormone levels: new data
and meta-analytic review. Psychoneuroendocrinology. 32:313-321.

Honekopp J, Schuster M. 2010. A meta-analysis on 2D:4D and athletic
prowess: substantial relationships but neither hand out-predicts the
other. Pers Indiv Diff. 48:4-10.

Honekopp J, Watson S. Forthcoming. Meta-analysis of digit ratio
(2D:4D) shows greater sex difference in the right hand. Am J
Hum Biol.

Kirk KM, Blomberg SP, Duffy DL, Heath AC, Owens IPF, Martin NG.
2001. Natural selection and quantitative genetics of life-history traits
in western women: a twin study. Evolution. 55:423-435.

Knattree R, Naik DN. 2003. Applied multivariate statistics with SAS®
software. Cary (NC): SAS Institute Inc and Wiley.

Kravdal @, Rindfuss RR. 2008. Changing relationships between edu-
cation and fertility: a study of women and men born 1940-1964. Am
Sosiol Rev. 73:854-873.

Lessells CM, Boag PT. 1987. Unrepeatable repeatabilities: a common
mistake. Auk. 104:116-121.

Lilley T, Laaksonen T, Huitu O, Helle S. 2010. Maternal corticoste-
rone but not testosterone level is associated with the ratio of second-
to-fourth digit length (2D:4D) in field vole offspring (Microtus
agrestis). Physiol Behav. 99:433-437.

Lindstréom J. 1999. Early development and fitness in birds and mam-
mals. Trends Ecol Evol. 14:343-348.

Lippa RA. 2003. Are 2D:4D finger-length ratios related to sexual orien-
tation? Yes for men, no for women. J Pers Soc Psychol. 85:179-188.

Lujan ME, Bloski TG, Chizen DR, Lehotay DC, Pierson RA. 2009. Digit
ratios do no serve as anatomical evidence of prenatal androgen
exposure in clinical phenotypes of polycystic ovary syndrome.
Hum Reprod. 25:204-211.

Lummaa V, Clutton-Brock T. 2002. Early development, survival and
reproduction in humans. Trends Ecol Evol. 17:141-147.

Lutchmaya S, Baron-Cohen S, Raggatt P, Knickmeyer R, Manning JT.
2004. 2"¢ and 4™ digit ratios, foetal testosterone and estradiol. Early
Hum Develop. 77:23-28.

Malas MA, Dogan S, Evcil EH, Desdicioglu K. 2006. Fetal development
of the hand, digits and digit ratio (2D:4D). Early Hum Develop. 82:
469-475.

Manning JT. 2002. Digit ratio: a pointer to fertility, behaviour, and
health. New Jersey: Rutgers University Press.

Manning JT. 2008. The finger book. Sex, behaviour and disease re-
vealed in the fingers. London: Faber and Faber.

Manning JT, Barley L, Walton J, Lewis-Jones DI, Trivers RL, Singh D,
Thornhill R, Rohde G, Bereczkei T, Henzi P, et al. 2000. The 2"%:4"
digit ratio, sexual dimorphism, population differences, and repro-
ductive success: evidence for sexually antagonistic genes? Evol Hum
Behav. 21:163-183.

Manning JT, Baron-Cohen S, Wheelwright S, Fink B. 2010. Is digit
ratio (2D:4D) related to systemizing and empathizing? Evidence
from direct finger measurements reported in the BBC internet
survey. Pers Indiv Diff. 48:767-771.

Manning JT, Bundred PE, Newton D], Flanagan BF. 2003. The second
to fourth digit ratio and variation in the androgen receptor gene.
Evol Hum Behav. 24:399-405.

Manning JT, Fink B. 2008. Digit ratio (2D:4D), dominance, reproduc-
tive success, asymmetry, and sociosexuality in the BBC internet
study. Am ] Hum Biol. 20:451-461.

Manning JT, Henzi P, Venkatramana S, Martin S, Singh D. 2003. Second
to fourth digit ratio: ethnic differences and family size in English,
Indian and South African populations. Ann Hum Biol. 30:579-588.

Manning JT, Scutt D, Wilson ], Lewis-Jones DI. 1998. The ratio of
second to fourth digit length: a predictor of sperm numbers and
concentrations of testosterone, luteinizing hormone and oestrogen.
Hum Reprod. 13:3000-3004.

Manno FAM III. 2008. Measurement of the digit lengths and the
anogenital distance in mice. Physiol Behav. 93:364-368.

Behavioral Ecology

Matchock RL. 2008. Low digit ratio (2D:4D) is associated with delayed
menarche. Am J Hum Biol. 20:487-489.

McIntyre MH. 2006. The use of digit ratios as markers for prenatal
androgen action. Reprod Biol Endocrinol. 4:10.

McIntyre MH, Ellison PT, Lieberman DE, Demerath E, Towne B. 2005.
The development of sex differences in digital formula from infancy
in the Fels Longitudinal Study. Proc R Soc Lond B Biol Sci. 272:
1473-1479.

Medland SE, Zayats T, Glaser B, Nyholt DR, Gordon SD, Wright M],
Montgomery GW, Campbell MJ, Henders AK, Timpson NJ, et al.
2010. A variant LIN28B is associated with 2D:4D finger length ratio,
a putative retrospective biomarker of prenatal testosterone expo-
sure. Am ] Hum Genet. 86:519-525.

Merke DP, Bornstein SR. 2005. Congenital adrenal hyperplasia. The
Lancet. 365:2125-2136.

Neave N, Laing S, Fink B, Manning JT. 2003. Second to fourth digit
ratio, testosterone and perceived male dominance. Proc R Soc
Lond B Biol Sci. 270:2167-2172.

New MI. 2004. An update of congenital adrenal hyperplasia. Ann NY
Acad Sci. 1038:14—43.

Nettle D. 2002. Women’s height, reproductive success and the evolu-
tion of sexual dimorphism in modern humans. Proc R Soc B Biol
Sci. 269:1919-1923.

Okten A, Kalyoncu M, Yaris N. 2002. The ratio of second-and-fourth
digit lengths and congenital adrenal hyperplasia due to 21-
hydroxylase deficiency. Early Hum Dev. 70:47-54.

Peters M, Tan U, Kang Y, Teixeira L, Mandal M. 2002. Sex-specific
finger-length patterns linked to behavioural variables: consistency
across various human populations. Percept Mot Skills. 94:47-54.

Pettay JE, Helle S, Jokela J, Lummaa V. 2007. Natural selection on
female life-history traits in relation to socio-economic class in pre-
industrial human populations. PLoS ONE. 2:e606.

Pembrey ME, Bygren LO, Kaati G, Edvisson S, Northstone K, Sjéstrom
M, Golding J. ALSPAC study team. 2006. Sex-specific, male-line trans-
generational responses in humans. Eur ] Hum Genet. 14:159-166.

Rahman Q, Korhonen M, Aslam A. 2005. Sexually dimorphic 2D:4D
ratio, height, weight, and their relation to number of sexual part-
ners. Pers Ind Diff. 39:83-92.

Romano M, Rubolini D, Martinelli R, Alquati AB, Saino N. 2005.
Experimental manipulation of yolk testosterone affects digit length
ratios in the ring-necked pheasant (Phasianus colchicus). Horm Be-
hav. 48:342-346.

Saino N, Rubolini D, Romano M, Boncoraglio G. 2007. Increased egg
estradiol concentration feminizes digit ratios of male pheasants
(Phasianus colchicus). Naturwissenschaften. 94:207-212.

Swamy GK, @stbye T, Skaerven R. 2008. Association of preterm birth
with long-term survival, reproduction, and next-generation preterm
birth. JAMA. 299:1429-1436.

Talarovicova A, Krskova L, Blazekova J. 2009. Testosterone enhance-
ment during pregnancy influences the 2D:4D ratio and open field
motor activity of rat siblings in adulthood. Horm Behav. 55:
235-239.

Tester N, Campbell A. 2007. Sporting achievement: what is the con-
tribution of digit ratio? J Pers. 75:663-677.

Travis J. 1989. The role of optimizing selection in natural populations.
Ann Rev Ecol Syst. 20:279-296.

Trivers R, Manning JT, Jacobson A. 2006. A longitudinal study of digit
ratio (2D:4D) and other finger ratios in Jamaican children. Horm
Behav. 49:150-156.

Voracek M, Dressler SG. 2007. Digit ratio (2D:4D) in twins:
heritability estimates and evidence for a masculinised trait expres-
sion in women from opposite-sex pairs. Psychol Reports. 100:
115-126.

Voracek M, Dressler SG, Manning JT. 2007. Evidence for assortative
mating on digit ratio (2D:4D), a biomarker for prenatal androgen
exposure. J Biosoc Sci. 39:599-612.

Voracek M, Loibl LM. 2009. Scientometric analysis and bibliography
of digit ratio (2D:4D) research, 1998-2008. Psychol Rep. 104:
922-956.

Voracek M, Pum U, Dressler SG. 2010. Investigating digit ratio
(2D:4D) in a highly male-dominated occupation: the case of fire-
fighters. Scand ] Psychol. 51:146-156.

White H. 1980. A heteroskedasticity-consistent covariance matrix esti-
mator and a direct test for heteroskedasticity. Econometrics. 48:
817-838.

9T0Z ‘YT Jequeldes uo efee.mes Uauibiniiy-SM A L e /610 [eunopioxo-0aeysg/:dny wou) pepeojumoq


http://beheco.oxfordjournals.org/

