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Understanding the evolution of group-living and cooperation
requires information on who animals live and cooperate with.
Animals can live with kin, non-kin or both, and kinship
structure can influence the benefits and costs of group-living
and the evolution of within-group cooperation. One aspect of
kinship structure is kinship composition, i.e. a group-level
attribute of the presence of kin and/or non-kin dyads
in groups. Despite its putative importance, the kinship
composition of mammalian groups has yet to be characterized.
Here, we use the published literature to build an initial kinship
composition dataset in mammals, laying the groundwork for
future work in the field. In roughly half of the 18 species in
our sample, individuals lived solely with same-sex kin, and, in
the other half, individuals lived with related and unrelated
individuals of the same sex. These initial results suggest that it
is not rare for social mammals to live with unrelated
individuals of the same sex, highlighting the importance of
considering indirect and direct fitness benefits as co-drivers of
the evolution of sociality. We hope that our initial dataset and
insights will spur the study of kinship structure and sociality
towards new exciting avenues.
1. Introduction
Group-living, wherein multiple animals live in stable social
groups, is widespread across taxa [1]. Group-living is favoured
by natural selection when its benefits to individuals exceed its
costs [1]. Characterizing the cost-benefit trade-off of living
in groups thus constitutes an important step towards
understanding when and why group-living evolves [2]. The
trade-off between the costs and benefits of group-living is
deeply intertwined with cooperation. The benefits accrued from
cooperative interactions can drive the evolution of living in
groups, for example in cooperative breeders. Alternatively, when
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factors such as predation drive group-living, intra-group cooperation can offset some of the costs and
enhance some of the benefits of living in groups [3]. Understanding cooperation’s role in the evolution
of group-living and how group-living promotes the evolution of cooperation remain major challenges
in behavioural ecology [4].

A key factor mediating the evolution of group-living and within-group cooperation is the kinship
structure of groups, i.e. how group members are related to each other. Kinship structure impacts the
type of benefits groupmates gain from living and interacting with each other via indirect fitness [5],
whereby individuals benefit by helping their close relatives, who can pass on shared genes to the next
generation. A classic example of this scenario is cooperative breeding societies, wherein the indirect
fitness benefits gained by helping related dominant individuals are potentially higher than the direct
fitness benefits gained by attempting to breed elsewhere. More generally, all else being equal,
cooperating with kin instead of non-kin can provide larger inclusive fitness benefits (i.e. the sum of
direct and indirect benefits). This is because individuals gain not only direct fitness benefits from such
cooperation, but also indirect fitness benefits from increasing their kin’s survival or reproduction
through, for example, social thermoregulation, sharing food and information, providing social tolerance
and coalitionary support [6]. Indeed, affiliative, i.e. positive non-aggressive non-reproductive,
interactions between related groupmates are generally associated with higher individual fitness [6–8].

Indirect fitness benefits obtained by cooperating with kin have therefore long been considered crucial
for the evolution of group-living and cooperation. As such, groups featuring unrelated members of the
same sex have been considered to be more difficult to explain and have been generally thought to be
rarer [9,10]. Yet, societies often feature non-kin. For example, previous research characterized the kinship
between group members of cooperative breeding birds and found, contrary to predictions, that at least
45% of species included in the study regularly lived with non-kin [10]. Non-kin featured as non-
breeding helpers in pair-nesting units in 40 of 158 species examined, and as breeders in all 55 units in
which reproduction and parental care were shared [10]. These results suggest that cooperative breeding
might have evolved via previously unconsidered routes [10] and highlight the importance of
characterizing the kinship structure of groups to understand the drivers of the evolution of group-living
[4]. Yet, despite the relatively large body of research on cooperation and kin biases in social behaviour
in mammals [6,9], a categorization of the kinship composition of mammalian societies is missing.

Kinship composition, i.e. a group-level attribute of the presence of kin and/or non-kin dyads in
groups, is a component of kinship structure that complements the better-characterized mean
relatedness [11–14]. Kinship composition differs from mean relatedness by providing dyadic level
information. Mean relatedness is calculated by summing the coefficient of relatedness of dyads in a
group and dividing it by the number of dyads. Mean relatedness is often calculated from purely
genetic data, such as molecular markers, and at the level of the group, i.e. including all group
members for which data are available [15,16]. Mean relatedness is a measure of the central tendency
of dyadic kinship, so it cannot be explicit about whether groups constitute only kin dyads, non-kin
dyads or a mixture of both. Groups with high mean relatedness can still contain non-kin, and those
with low mean relatedness can still contain kin. For example, two groups of three individuals with
mean relatedness of 0.125 can have different kinship compositions. One of the groups could be fully
related, containing 100% of kin dyads, for example three maternal first cousins, i.e. three individuals
who had the same maternal grandparents (r = 0.125 between all pairs of individuals in the group).
The other group could feature an individual, its paternal half-sibling and a maternal first cousin, who
in turn are unrelated to each other. As such, this group would feature a mix of kin and non-kin dyads
(containing 67% of kin dyads on a continuous scale) but would also have a mean relatedness of 0.125
ð0:25þ 0:125þ 0 ¼ 0:375=3 ¼ 0:125Þ. By complementing mean relatedness with data on kinship
composition we can characterize the types of dyadic kinship categories present in groups. This allows
us to investigate how within-group cooperation is patterned between kin and non-kin dyads, and
helps us better understand how groups are formed and maintained.

Here, we aim to lay the foundation for research on the kinship composition of mammals by providing
an initial overview of its taxonomic representation. To do this, we propose definitions of key concepts
and build an initial dataset of the kinship composition of mammals. We quantified same-sex kinship
composition by determining whether same-sex group members featured kin, non-kin or both, and
respectively classed groups as related, unrelated or mix-related. Both kinship structure and social
structure have core dyadic components. Dyadic relationships are a major determinant of group-level
social structure [17], and dyadic kinship influences partner choice and relationship strength [18]. As
such, characterizing whether individuals have kin, non-kin or both available as social partners is a
necessary step towards better understanding how social structure emerges from the kinship structure
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of groups. For example, a related group and a mix-related group that have the same mean relatedness
might have different social structures: the related group might be rather cohesive, with many
relationships of similar strength existing between group members, whereas the mix-related group
might be more differentiated, with strong relationships existing between kin members and weak to no
relationships between non-kin. Understanding how commonly individuals live with kin and/or non-
kin can also help us further unravel the cost-benefit trade-off of group-living. For example, if most
mammal groups are related, we might predict that indirect fitness benefits are key in offsetting the
costs of group-living, whereas if most groups feature non-kin, we might predict that the benefits of
group-living outweigh potential losses of indirect fitness. We focused on the kinship composition
of same-sex group members because the kinship between female–male dyads is already the focus of a
large body of work that indicates groups might feature unrelated female–male dyads owing to
inbreeding avoidance and their interactions might be driven by reproduction alone [19].

Building on comparative studies of mean relatedness [11,13,14], we ask if unit size, dispersal patterns,
number of breeding females and litter size predict kinship composition in mammals. Given the
foundational nature of our study, we chose these socio-ecological traits because each of them is thought
to influence and/or have been shown to correlate with mean relatedness [11,14]. We provide predictions
in the methods for each of these traits and we test if they are related to our measure of kinship
composition. We also examine the evolutionary trajectory of kinship composition in mammals. Because
kinship composition data are still scarcely available in the literature, we present our dataset as a
foundational dataset and our analyses as an initial exploration into what we can learn about kinship
composition with current data and to discuss what we might be able to learn in the future. Accordingly,
our interpretation of the results of the analyses reflects the preliminary nature of the dataset.
2. Methods
2.1. Key definitions and data collection
To ensure that our dataset was fully comparable, we started by proposing clear definitions for concepts
(social unit, kinship composition, kin and non-kin) that could vary across studies. We then conducted a
primary literature search and built a dataset in line with FAIR (findability, accessibility, interoperability,
reuse) science principles [20]. The conclusions of comparative studies are only as good as the quality of
the data they compare and the data’s suitability to answer the proposed questions [21–26]. We therefore
used inclusion criteria that ensured studies provided as conclusive information about kinship
composition as possible.
2.1.1. Social unit

We evaluated kinship composition at the level of the social unit. We defined a social unit (or unit) as the
largest temporally stable social aggregation that includes two or more adult individuals of the same sex
[27,28]. The term ‘group’ is often used to represent different types of social aggregations (e.g. temporally
stable aggregations, individual-based fission–fusion aggregations), so to avoid confusion we use the term
‘social unit’ instead. We considered a social unit to be temporally stable if its composition outlasted any
event that may temporarily affect it [28]. The simplest example of a social unit consists of a unit in which
individuals form a long-term stable aggregation, wherein changes in membership are owing to death,
birth or migration [28]. Among others, events that may temporarily affect the composition of a group
include cyclical solitary dispersal during the mating season of members of an otherwise stable long-
term aggregation; the formation of short-term subgroups within a larger, stable aggregation; or the
temporary aggregation of a solitary individual to a stable aggregation. For example, in a population
wherein females form temporally stable female-only aggregations but solitary males join the females
for the mating season, we would consider that only the females live in a ‘social unit’ but males do not
[28]. Our definition of social unit included group-based fission–fusion societies but excluded
individual-based fission–fusion societies. Group-based fission–fusion societies are characterized by
stable membership at the level of the social unit and changes to the composition of a unit represent
death or migration events [28]. Our definition of social unit was also independent of the presence of
immature individuals to avoid considering pre-dispersal parent–offspring dyads. For example, if a
social unit consisted of multiple adult females, a sole adult male and multiple immatures of both
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sexes, we considered that only the adult females lived in a social unit for the purpose of our analyses, as
there would be no same-sex adults for the single male to be related or unrelated to.

2.1.2. Kinship composition

We quantified kinship composition for adult unit members of the same sex (although in one case data
from immature offspring of both sexes helped to determine the kinship composition of the adult
females of a unit, see the electronic supplementary material, S1). We classified same sex members of a
unit into one of three possible kinship composition categories: (i) related, in which all same sex
members are related; (ii) unrelated, in which all same sex members are unrelated; and (iii) mix-related,
in which same sex members include related and unrelated individuals. Kinship composition
classifications can therefore differ across sexes from the same unit; females of a social unit might be
related, males unrelated.

The way we quantify kinship composition is not without its limitations. For example, if a very large
unit is related and another large unit features a single unrelated dyad but is in everything else equal to
the related unit, kinship composition would deem the two units as different when they are ecologically
and socially nearly identical. In this situation, quantifying kinship composition on a continuous level by
determining the proportion of kin (or non-kin) dyads present might be more useful. However, dyadic
relatedness data are scarce and reported differently across sources, currently hindering our ability to
build a comparative dataset of kinship composition on a continuous scale. In this first attempt to
systematically characterize mammalian kinship composition, we used a categorical classification.

2.1.3. Kin and non-kin

We classified dyads as kin if they were parent-offspring, grandparent-grandoffspring, or if they shared a
recent ancestor, i.e. at least one of their parents or known grandparents were shared. If none of these
criteria were met, we classified the dyad as non-kin. Kin-biases in interactions are usually limited to
close kin in social mammals (e.g. r≥ 0.125 [29]) so this two-generation criterion allowed us to use rare
pedigree data while still being conservative enough that groupmates whose relatedness fell within this
kin-bias threshold were probably considered kin. A two-generation criterion could result in a bias for
related social units because it is easier to show that individuals share a recent ancestor than to obtain
evidence that they do not. This criterion could also result in a bias for diurnal species, as it may be
easier to obtain and maintain pedigrees for diurnal animals. Finally, our criterion could also result in
a bias towards short-lived species, because two-generations of data are faster to generate for short-
lived species than long-lived species. We expect this issue to be minimized, however, by the fact that
several field sites on long-lived mammals maintain multigenerational data [30,31].

2.1.4. Data collection

We conducted the following literature search on Webofknowledge: ‘(relatedness OR kinship OR
nepotism) AND (pedigree OR coancestry OR genealogy) AND {mammal genus}’. The term {mammal
genus} corresponded to all 1313 mammal genera (excluding Homo) as identified by [32]. We
considered all papers returned by this literature search up until the 9 September 2022. We
complemented this search by checking published datasets of mammal relatedness [11–14,33,34]. In
line with the FAIR science principles [20], we did not consider data that were not publicly available.
To establish kinship between dyads within social units, we used pedigree data [16] built from
maternal genealogies and/or parentage analysis of genetic data. Although pedigree data are rare, we
were unable to use more commonly available purely genetic dyadic data (e.g. pairwise estimations of
kinship based on molecular markers) because these data suffer from high levels of dyadic kinship
misclassification [15,16,35]. Contrary to pedigree data, purely genetic data alone cannot classify dyads
as kin or non-kin, and thus cannot be used on their own to classify the kinship composition of
groups, regardless of whether a categorical or continuous classification is used.

In particular circumstances, genetic relatedness data can be combined with demographic and/or
incomplete kinship data to classify units as mix-related when using a categorical classification. When
averaged over many dyads, estimates of dyadic relatedness using molecular markers usually
correspond well with expected mean relatedness values derived from pedigrees [16], although a
cluster of dyads that are on average positively related might still include unrelated dyads and vice-
versa. If data suggest that the dyads in a positively related cluster are from the same breeding line
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and/or were born in the same unit, we can be confident that the cluster features at least some related
dyads. Likewise, if data suggest that dyads from a zero/negatively related cluster are from different
breeding lines and/or were born in different units, we can be confident that the cluster features
unrelated dyads. As such, this allowed us to classify units as mix-related if they contained both types
of clusters. For example, within a unit with various suspected matrilines from incomplete maternal
genealogies and/or mitochondrial DNA, if mean relatedness between members of each matriline was
positive and mean relatedness between members of different matrilines was zero/negative, we classed
that unit as mix-related. We used genetic relatedness data to classify the kinship composition of units
from three populations and to complement pedigree-only data in three other units (electronic
supplementary material, S2).

We did not consider data from units whose mating behaviour and/or group composition was
managed, e.g. captive units. The list of papers that we reviewed and the reasons why they were
included or excluded can be found in the electronic supplementary material, S2. Papers that were not
included in our dataset were those that: were not from a species/population of interest (e.g. captive
units or solitary species); or if the data did not allow classification of kinship composition (e.g.
because kinship composition data were estimated purely based on molecular markers; were not
publicly available; or were not reported at the level of the social units). This could be the case even
for studies that report pedigree data. For example, if the pedigree data were not from a unit of
interest, were not reported in a way that allowed us to extract the kinship between all same-sex
animals that lived concurrently in a unit, or were not publicly available. In other words, even well-
known mammalian field sites with long-term pedigree data [30,31] may not appear in our dataset.
The metadata for our kinship composition dataset can be found in the electronic supplementary
material, S2.

2.2. Data analyses
To create a visual representation of categorical kinship composition in social mammals, we built a
phylogenetic tree in the R environment [36]. We used a mammalian supertree [37] that has been used
in previous comparative analyses [38]. We used the function ‘drop.tip’ from the package ‘ape’ [39] to
truncate the tree to include only the species present in our dataset.

We assessed possible socio-ecological predictors and the evolutionary trajectory of kinship
composition in mammals. We obtained information on unit size, dispersal patterns, number of
breeding females and litter size from each paper in our dataset when available. When this information
was not explicit, we searched other primary literature from the same units/populations from which
we collected kinship composition data. The definitions we used for unit size, dispersal patterns,
number of breeding females and litter size, along with details about how we collected these data, are
available in the electronic supplementary material, S1. We predicted that larger unit size, dispersal,
presence of multiple breeding females and monotocy (production of one offspring at a time) would
increase the likelihood that units are mix-related or unrelated. Larger unit sizes tend to be associated
with reduced relatedness between individuals [11,14] because large units are likely to be achieved by
the presence of many breeding lines, the recruitment of unrelated immigrants and/or the merging of
smaller units. Dispersal of individuals between units may also impact kinship composition by
increasing the likelihood that units feature unrelated individuals [14]. The presence of multiple
breeding females might dilute maternal relatedness between unit members [11,13,14], possibly leading
to the establishment of matrilines that consist of related and unrelated unit members. Polytocy might
be associated with kin living together because larger litters create cohorts of close maternal kin [14].
By contrast, monotocy might be associated with living with non-kin as it does not allow for maternal
siblings to be born in the same cohort [14]. We note, however, that in monotocous species there is still
the possibility that individuals born in the same cohort are related via paternal lines as offspring born
from different females can still share the same father. We used the package ‘brms’ [40,41] to test for a
correlation between the social predictors and kinship composition using Bayesian models. We built
two models with kinship composition as the dependent variable. In one model, the predictor was
mean adult female unit size, and in the other model the predictor was litter size. We were unable to
test for a relationship between kinship composition and dispersal or number of breeding females
because our sample exhibited little variation in these features. We set the models with a Bernoulli
distribution, and controlled for phylogeny by including a covariance matrix of phylogenetic
relatedness between the study species as a group-level effect [42]. We considered that there was a
relationship between the predictor and the dependent variable when the credible interval (CI) of the
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posterior distribution of the predictor did not span 0, indicating that the estimated effect of the predictor
is systematically different from 0.

We also used aBayesian approach to conduct an initial assessment of the evolutionary trajectoryof kinship
composition in mammals. We used the function ‘make.simmap’ from ‘phytools’ to perform stochastic
character mapping [43,44]. We used the phylogenetic tree we constructed before, set the number of
simulations to 10 000 and used the ‘symmetrical-rates’ model of trait change. All analyses were conducted
in R [36]. Owing to the preliminary nature of our dataset, we refrained from making strong inferences from
the results. Full details about the statistical analyses are available in the electronic supplementary material,
S1. The code used to perform the analyses is available in the supplementary Code file.
/journal/rsos
R.Soc.Open

Sci.10:230486
3. Results
Our literature search resulted in 331 papers, 211 of which were from the Webofknowledge search.
Kinship composition data that matched our criteria and definitions were found in 22 of those
publications (table 1). Kinship composition data were available for 18 species, comprising 76
datapoints (table 1). Datapoints comprise the same unit in different periods, amounting to a total of
67 female datapoints from 62 units of 21 populations of 17 species, and 11 male datapoints from 11
units of five populations of five species.

In total, our sample represented 18.52% of all extant mammalian orders. The species in our sample were
all members of the magnorder Boreoeutheria, which includes the superorders Laurasiatheria and
Euarchontoglires (electronic supplementary material, S1: figure S2). Our sample represented two out of
five extant orders that make up the Laurasiatheria and three of the six Euarchontoglires orders and
included Primata (n = 6), Carnivora (n = 4), Rodentia (n = 4), Chiroptera (n = 3) and Artiodactyla (n = 1)
[32]. These orders are five of the six most speciose orders, accounting for 80.86% of all extant mammal
species (5252 out of 6495) according to the latest version of the Mammalian Diversity Dataset [86].

Ten of the 18 species in our sample were found to have related units and eight species had mix-related
units (table 1; figure 1). Females from nine species and males from four species were related, and females
from eight species and males from one species were mix-related (table 1; figure 1). No species in our
sample had fully unrelated units. When data for more than one unit of the same species were available,
units had the same kinship composition in all cases (nspecies = 13). When female and male data were
available for the same species, we found females and males to be of the same kinship composition
(nrelated = 3, nmix-related = 1). All orders for which we have data for more than one species featured units
with different kinship composition, except for Rodentia, which featured only related units (figure 1).

Our analysis of the predictors of kinship composition suggested that unit size predicts kinship
composition in the females, with smaller units being more likely to be related and larger units to be
mix-related (effect of unit size on kinship composition state: estimate: 6.6; 95% CI: 1.0, 17.1; mean unit
size ± standard deviation (s.d.) for related units: 3.2 ± 1.5; mean unit size ± s.d. for mix-related units:
26.3 ± 15.2). In our sample, females were philopatric (nrelated = 8, nmix-related = 7), except for two species in
which females dispersed. One of the female-dispersing units was classed as related and the other mix-
related. Males in our sample were philopatric too (nrelated = 2, nmix-related = 1), except for two species in
which the dispersal patterns of males was unclear. Both those units were classed as related. Only three
species were singular breeders, all of which formed related units (table 1). In our sample, 11 species were
monotocous, of which three formed related units and eight formed mix-related. The other seven species
were polytocous, all of which formed related units (table 1). We found no evidence that litter size predicts
the kinship composition of females (effect of litter size on kinship composition state: estimate: −9.0; 95%
CI: −24.2, 9.0). Stochastic character maps suggested a convoluted path in the evolution of kinship
composition, with an average of 18.3 state changes (electronic supplementary material, S1: figure S1). The
average number of state changes spanned the sample size of our dataset, suggesting that the dataset does
not span enough species to robustly infer the evolutionary trajectory of kinship composition in mammals.
A full description of the results of the stochastic character mapping analysis is available in the electronic
supplementary material, S1.
4. Discussion
Here, we provided an initial quantification of the same-sex kinship composition of social mammals. Out
of a sample of 18 species, we found that 10 species lived in related units and eight in mix-related units.
Our results suggest that living with unrelated individuals may not be rare in mammal societies. Our
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mix-related

mix-related

Cryptomys damarensis

Ctenodactylus gundi

Marmota flaviventris

Cynomys ludovicianus

Macaca mulatta

Macaca fascicularis

Papio cynocephalus

Cercopithecus mitis

Pan troglodytes

Cebus capucinus

Myotis bechsteinii

Eptesicus fuscus

Artibeus jamaicensis

Orcinus orca

Canis lupus

Cuon alpinus

Vulpes vulpes

Crocuta crocuta
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Figure 1. Kinship composition in mammals. We identified 10 species that had related units (dark blue on the tips of the tree) and
eight species that had mix-related units (teal on the tips of the tree). Numbers next to the species names represent the number of
datapoints for each species. The symbols ♀ and ♂ indicate whether the data refer to the kinship composition of females or males,
respectively. The phylogenetic tree represents the evolutionary relationships of our sample of species. Branch and pie chart colours
are a visual representation of the stochastic character mapping’s posterior probability of the states of kinship composition across all
edges and internal nodes of the tree, wherein related is dark blue and mix-related is teal. This visual representation is based on the
stochastic character mapping analysis, which reflects the preliminary nature of the data, so should not be taken as a conclusive
result. See the electronic supplementary material, S1: figure S2 for a visual representation of these data on a tree with all
mammalian orders. The silhouette referent to Macaca mulatta was provided by Delphine De Moor and those referent to Cuon
alpinus and Orcinus orca were provided by Melissa A. Pavez-Fox. The silhouette referent to Ctenodactylus gundi (credit:
Flappiefh) was taken from https://commons.wikimedia.org/ and those referent to Cebus capucinus (credit: Sarah Werning) and
Artibeus jamaicensis (credit: Roberto Díaz Sibaja) were taken from http://phylopic.org/. These three figures were available under
the Creative Commons Attribution 3.0 Unported licence (https://creativecommons.org/licenses/by/3.0/). All other animal
silhouettes were available under the Public Domain Dedication 1.0 licence or the Public Domain Mark 1.0 licence from http://
phylopic.org/.
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results are in line with those of Lukas et al. [11] and Lukas & Clutton-Brock [13], who found evidence that
many mammals live in units with low mean relatedness. By categorising kinship structure using dyadic
kinship composition, we were able to expand on those results and explicitly conclude if a unit included
unrelated members or not, which is not always clear from mean relatedness. For example, female rhesus
macaques (mean r = 0.15) and capuchin monkeys (mean r = 0.19) were reported to have similar mean
relatedness in [13], but rhesus macaque females live in mix-related units [55,56], while female
capuchin units are fully related [69]. Additionally, while our literature search did not return unit-level
female Kalahari meerkat (Suricata suricatta) data that fitted our criteria (see below why this was the
case), it is possible that female meerkats sometimes associate with unrelated females [87] despite
having high mean relatedness (r = 0.42; [13]). Future reporting of the kinship composition of meerkat
social units might clarify this possibility, and would be a clear example of a species whose units have
a very high mean relatedness but feature non-kin. Lukas & Clutton-Brock [13] found that mean
relatedness predicted the type of social complexity exhibited by females mammals, but kinship
composition might reveal divergent patterns. Future work on socio-ecological dimensions, such as on

https://commons.wikimedia.org/
http://phylopic.org/
https://creativecommons.org/licenses/by/3.0/
http://phylopic.org/
http://phylopic.org/
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the evolution of different care systems and social structures, might benefit from the coupled use of
kinship composition data and mean relatedness data.

Kinship composition is also a necessary concept to better understand the evolution of cooperation
and how groups are formed and maintained. All units in our sample featured at least some close
relatives, suggesting that there is a clear opportunity for within-unit cooperation to offset some of the
costs of group-living in social mammals via indirect fitness benefits. This is in line with relatedness
being a key determinant of the emergence of group-living and the strength of cooperation across
animal societies [4]. However, our sample also indicates that a variety of mammal species have the
opportunity to cooperate with non-kin, suggesting that, in some cases, direct benefits play an
important role in offsetting the costs of group-living and in the maintenance of cooperation [4,88]. We
did not find unrelated units, possibly because of the two-generation criterion we used to classify
dyads as related or unrelated. Unrelated units might arise as the result of migrants from various
independent units grouping together. Establishing kinship between individuals from independent
units might require deep pedigree data, which is hard to obtain and may not yet be available for
most field sites. As such, it might be difficult to identify unrelated units. Future population-level
pedigree data from long-term field sites could reveal the existence of unrelated units and, thus, of
mammal societies where kinship does not play a role in the formation and maintenance of groups.

Living with non-kin does not necessarily imply that non-kin cooperate. For example, living with kin
and non-kin might be a result of selection for larger group sizes that cannot be achieved by living with
kin alone and it is possible that interactions between unrelated individuals are solely competitive. The
potential for indirect fitness benefits from kin might reduce the prevalence of positive interactions
between unrelated individuals. This can result in differentiated relationships, culminating in a general
pattern of kin-based social modularity. In fact, members of groups in which mean relatedness is high
are more likely to cooperate indiscriminately, whereas members of groups in which mean relatedness
is low are more likely to direct cooperative behaviour to specific mates [13]. Still, there is evidence of
affiliation between non-kin or distantly related individuals in seven out of eight mix-related species in
our sample [61,64,66,73,89–94]. Given that affiliation between non-kin appears to be widespread
across mix-related units, it is important to understand why non-kin cooperate, even when individuals
have the opportunity to limit their interactions to kin.

Non-kin might constitute valuable partners under different conditions. When individuals have a
limited number of close kin available, they might extend their network to non-kin. Individuals might
form a non-kin ‘safety network’ from which they can gain the benefits of social interactions when kin
are socially unavailable or absent (e.g. because they died) as a social bet-hedging strategy [95], or
when they need more resources than what kin alone can provide [96]. Similarly, occasional
interactions with non-kin might be a useful way to obtain benefits that kin might not be able to
provide [9,93], such as information about the environment. Additionally, individuals might prioritise
interacting with non-kin, even at the expense of kin, if unrelated partners provide direct benefits that
outweigh kin-based inclusive fitness benefits [88]. For example, non-kin might be preferred over kin if
non-kin are more competent at providing rare or highly valuable commodities, such as coalitionary
support [88,97,98]. Additionally, under strong competition between units, increased within-unit
cooperation with kin and non-kin alike might be beneficial [99]. Individuals might also interact with
non-kin if they are not able to discriminate kin from non-kin, although this is unlikely as social
mammals have been shown to be able to discriminate kin from non-kin [100–102].

Perhaps surprisingly, populations with multi-generational pedigrees, e.g. Mweya’s banded
mongooses (Mungos mungos) [103,104], Kalahari’s meerkats [105], Isle of Rum’s red deer (Cervus
elaphus) [106], St Kilda’s Soay sheep (Ovis aries) [107]; and species with known relatedness data, e.g.
Octodon degus [108,109], Rhombomys opimus [110], did not feature in our dataset. The existence of
relatedness data does not mean that the data are openly available or reported in a way that the
kinship composition of units can be extracted. As a specific example, our literature search returned
several studies from the Kalahari meerkat population (electronic supplementary material, S2). Yet we
could not use the high quality pedigree data in these papers. The pedigree data were sometimes
reported across the sexes and others at the population level, neither of which allowed us to ascertain
the kinship composition of specific units. Recently, Makuya et al. [111] highlighted that social
organization data are often not fully or clearly reported in the published literature, ultimately
hampering advances in our understanding of the evolution of sociality. For kinship composition
specifically, it is important that, when possible, future studies report their pedigree data together with
demographic data, such as the identity, age and sex of members of the same social unit, in line with
the FAIR science principles [20,111]. Comparative research crucially relies on data shared in an open
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and standardized way [20,111]. It is also noteworthy that some species with known relatedness data did
not clearly fit our definition of a social unit, e.g. female bottlenose dolphins (Tursiops truncatus) [112] and
red squirrels (Tamiasciurus hudsonicus) [113].

We found that, in our dataset, larger units were more likely to be mix-related and smaller units were
more likely to be related. It is possible that mix-related units arise as a by-product of selection for larger
unit size and the kinship composition of mammal groups might partly be driven by group size. Species
in mix-related units may be under selective pressure to live in larger units owing to predation risk or
competition for resources between units to defend territories and/or food resources [2,3,114,115].
However, we should note that using a binary measure of kinship composition could also drive this
result purely by chance—as unit size increases, the probability that any two individuals are unrelated
increases. Confirming this preliminary finding with continuous kinship composition data will be
important to come to grips with any relationship between group size and the tendency for mammals
to live with non-kin. Litter size did not predict kinship composition. However, all mix-related species
were monotocous and plural breeders, suggesting that monotocy facilitates the emergence and/or
maintenance of mix-relatedness, possibly by facilitating the emergence/maintenance of independent
kin-lines [14,38]. All polytocous species were related, which is in line with polytocy facilitating the
emergence of units with high relatedness [14,38]. It is important to note that offspring from different
mothers can still be related via paternal lines. Male reproductive skew and tenure could be included
as possible socio-ecological predictors in future analyses as both high male reproductive skew and
long tenure would be predicted to lead to (paternal) kin living together. As pedigrees get deeper,
future kinship composition data will allow for a closer investigation of whether groups consist of
maternal kin, paternal kin or both. The results of the stochastic character mapping suggest that our
dataset does not span enough species to robustly infer the evolutionary trajectory of kinship
composition in mammals.

It is important that our dataset is expanded upon by future research and our results revisited as new
kinship data become available. The addition of new kinship composition data to our dataset could
provide new clues regarding the socio-ecological predictors and evolutionary trajectory of kinship
composition that our initial analyses could not. Once the relationship between kinship composition
and its socio-ecological predictors is clarified, this might open up the possibility to use socio-
ecological factors, such as dispersal patterns and number of breeding females, as proxies of kinship
composition to answer questions that require larger datasets. Crucially, the use of such proxies
requires them to first be validated by a dataset based on strict criteria, for which the definitions and
initial dataset set forth in this paper provide the foundation. It is also important that future kinship
composition data from under-represented taxa are added, as the species in our dataset were all
members of the magnorder Boreoeutheria [32] (electronic supplementary material, S1: figure S2),
suggesting that long-term studies might be biased towards these types of mammals. Data from the
magnorder Atlantogenata would allow for a preliminary reconstruction of the evolution of kinship
composition to the last common ancestor of placental mammals. The addition of new data will also
probably reveal within-species variation in kinship composition, as within-species variation in mean
relatedness [116] and social organization [26] is ubiquitous. As our understanding of kinship
composition increases, including how it varies over time and across the life of individuals, so will our
capacity to answer other important questions about the evolution of animal societies [117]. Such data
might help better understand the evolution of life-history traits like menopause [116,118] and how
age-dependent variation in relative reproductive potential might influence the value of kin as sources
of indirect fitness benefits [119].

Here, we provided a first overview of the taxonomic representation of kinship composition in social
mammals by assembling an initial kinship composition dataset. Contrary to what may have been
expected, our results suggest that living with a mixture of related and unrelated individuals is far
from rare in social mammals. This indicates that indirect and direct fitness benefits have probably
worked in concert to help offset the costs of group-living and promote within-unit cooperation
throughout the evolutionary trajectory of mammalian societies. We are hopeful that the dataset
presented here will encourage the scientific community to report existing and future kinship
composition data, thus opening new avenues in the study of the evolution of sociality.
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79. Jȩdrzejewski W et al. 2005 Genetic diversity and
relatedness within packs in an intensely hunted
population of wolves Canis lupus. Acta Theriol.
(Warsz). 50, 3–22. (doi:10.1007/BF03192614)

80. Hedrick PW, Peterson RO, Vucetich LM, Adams
JR, Vucetich JA. 2014 Genetic rescue in Isle
Royale wolves: genetic analysis and the collapse
of the population. Conserv. Genet. 15,
1111–1121. (doi:10.1007/s10592-014-0604-1)

81. Venkataraman AB. 1998 Male-biased adult sex
ratios and their significance for cooperative
breeding in dhole, Cuon alpinus, packs. Ethology
104, 671–684. (doi:10.1111/j.1439-0310.1998.
tb00101.x)

82. Iossa G, Soulsbury CD, Baker PJ, Edwards KJ,
Harris S. 2009 Behavioral changes associated
with a population density decline in the
facultatively social red fox. Behav. Ecol. 20,
385–395. (doi:10.1093/beheco/arn149)

83. Van Horn RC, Engh AL, Scribner KT, Funk SM,
Holekamp KE. 2004 Behavioural structuring of
relatedness in the spotted hyena (Crocuta
crocuta) suggests direct fitness benefits of clan-

http://dx.doi.org/10.1093/beheco/araa039
http://dx.doi.org/10.1093/beheco/araa039
http://dx.doi.org/10.1093/bioinformatics/btg412
http://dx.doi.org/10.1093/bioinformatics/btg412
http://dx.doi.org/10.32614/RJ-2018-017
https://doi.org/10.18637/jss.v080.i01
http://dx.doi.org/10.1080/10635150290102393
http://dx.doi.org/10.1080/10635150290102393
http://dx.doi.org/10.1080/10635150390192780
http://dx.doi.org/10.1080/10635150390192780
https://doi.org/10.1098/rspb.2002.1978
http://dx.doi.org/10.1007/BF02027122
http://dx.doi.org/10.1007/s00265-007-0396-0
http://dx.doi.org/10.1007/s00265-007-0396-0
http://dx.doi.org/10.1007/BF00297667
https://doi.org/10.1146/annurev.es.22.110191.002115
https://doi.org/10.1146/annurev.es.22.110191.002115
http://dx.doi.org/10.1644/06-MAMM-A-099R1.1
http://dx.doi.org/10.1644/06-MAMM-A-099R1.1
http://dx.doi.org/10.1126/science.1231689
https://doi.org/10.2307/1380592
https://doi.org/10.2307/1380592
http://dx.doi.org/10.1007/s00265-015-2013-y
http://dx.doi.org/10.1007/s00265-006-0251-8
http://dx.doi.org/10.1007/s00265-006-0251-8
https://doi.org/10.1098/rspb.1998.0267
https://doi.org/10.1098/rspb.1998.0267
https://doi.org/10.1159/000156646
https://doi.org/10.1007/s00265-006-0249-2
http://dx.doi.org/10.1098/rspb.2002.2277
https://doi.org/10.1007/BF00170168
https://doi.org/10.1007/BF00170168
http://dx.doi.org/10.1002/ajp.22761
http://dx.doi.org/10.1002/ajp.22761
https://doi.org/10.1007/s10764-010-9405-7
https://doi.org/10.1002/ajp.20711
http://dx.doi.org/10.1002/ajpa.20865
http://dx.doi.org/10.1002/ajpa.20865
http://dx.doi.org/10.1002/ajp.10068
https://doi.org/10.1016/j.anbehav.2008.01.020
https://doi.org/10.1016/j.anbehav.2008.01.020
https://doi.org/10.1007/s00265-016-2168-1
http://dx.doi.org/10.1007/s00265-002-0499-6
http://dx.doi.org/10.1046/j.1365-294X.2002.01528.x
http://dx.doi.org/10.1046/j.1365-294X.2002.01528.x
http://dx.doi.org/10.1007/s00265-007-0531-y
https://doi.org/10.1644/06-MAMM-A-228R1.1
http://dx.doi.org/10.1046/j.1365-294X.2003.01924.x
http://dx.doi.org/10.1046/j.1365-294X.2003.01924.x
https://doi.org/10.1126/science.171.3969.402
https://doi.org/10.1126/science.171.3969.402
http://dx.doi.org/10.1111/acv.12413
https://doi.org/10.1093/jhered/esr067
https://doi.org/10.1007/BF03192614
http://dx.doi.org/10.1007/s10592-014-0604-1
https://doi.org/10.1111/j.1439-0310.1998.tb00101.x
https://doi.org/10.1111/j.1439-0310.1998.tb00101.x
http://dx.doi.org/10.1093/beheco/arn149


royalsocietypublishing.org/journal/rsos
R.Soc.Open

Sci.10:230486
14

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

19
 J

ul
y 

20
23

 

level cooperation. Mol. Ecol. 13, 449–458.
(doi:10.1046/j.1365-294X.2003.02071.x)

84. Engh AL et al. 2002 Reproductive skew among
males in a female-dominated mammalian
society. Behav. Ecol. 13, 193–200. (doi:10.1093/
beheco/13.2.193)

85. Holekamp KE, Smale L, Szykman M. 1996 Rank
and reproduction in the female spotted hyaena.
J. Reprod. Fertil. 108, 229–237. (doi:10.1530/jrf.
0.1080229)

86. Mammal Diversity Database. 2022 Mammal
diversity database, version 1.9. (Dataset).
Zenodo. (doi:10.5281/zenodo.6407053)

87. MacLeod KJ, Nielsen JF, Clutton-Brock TH. 2013
Factors predicting the frequency, likelihood and
duration of allonursing in the cooperatively
breeding meerkat. Anim. Behav. 86, 1059–1067.
(doi:10.1016/j.anbehav.2013.09.012)

88. De Moor D, Roos C, Ostner J, Schülke O. 2020
Bonds of bros and brothers: kinship and social
bonding in postdispersal male macaques. Mol.
Ecol. 29, 3346–3360. (doi:10.1111/mec.15560)

89. Holekamp KE, Cooper SM, Katona CI, Berry NA,
Frank LG, Smale L. 1997 Patterns of association
among female spotted hyenas (Crocuta crocuta).
J. Mammal. 78, 55–64. (doi:10.2307/1382638)

90. Widdig A, Nürnberg P, Krawczak M, Streich WJ,
Bercovitch FB. 2001 Paternal relatedness and
age proximity regulate social relationships
among adult female rhesus macaques. Proc.
Natl Acad. Sci. USA 98, 13 769–13 773. (doi:10.
1073/pnas.241210198)

91. Kerth G, Reckardt K. 2003 Information transfer
about roosts in female Bechstein’s bats: an
experimental field study. Proc. R. Soc. B 270,
511–515. (doi:10.1098/rspb.2002.2267)

92. Langergraber KE, Mitani JC, Vigilant L. 2007 The
limited impact of kinship on cooperation in wild
chimpanzees. Proc. Natl Acad. Sci. USA 104,
7786–7790. (doi:10.1073/pnas.0611449104)

93. Smith JE, Memenis SK, Holekamp KE. 2007
Rank-related partner choice in the fission-fusion
society of the spotted hyena (Crocuta crocuta).
Behav. Ecol. Sociobiol. 61, 753–765. (doi:10.
1007/s00265-006-0305-y)

94. Kerth G, Perony N, Schweitzer F. 2011 Bats are
able to maintain long-term social relationships
despite the high fission-fusion dynamics of their
groups. Proc. R. Soc. B 278, 2761–2777.
(doi:10.1098/rspb.2010.2718)

95. Carter GG, Farine DR, Wilkinson GS. 2017 Social
bet-hedging in vampire bats. Biol. Lett. 13,
10–13. (doi:10.1098/rsbl.2017.0112)
96. Testard C et al. 2021 Rhesus macaques build new
social connections after a natural disaster. Curr.
Biol. 31, 1–11. (doi:10.1016/j.cub.2021.03.029)

97. Chapais B. 2006 Kinship, competence and
cooperation in primates. In Cooperation in
primates and humans: mechanisms and
evolution (eds PM Kappeler, CP van Schaik), pp.
47–64. Berlin, Germany: Springer.

98. Schino G. 2007 Grooming and agonistic support: a
meta-analysis of primate reciprocal altruism. Behav.
Ecol. 18, 115–120. (doi:10.1093/beheco/arl045)

99. Sterck EHM, Watts DP, Van Schaik CP. 1997 The
evolution of female social relationships in
nonhuman primates. Behav. Ecol. Sociobiol. 41,
291–309. (doi:10.1007/s002650050390)

100. Tang-Martinez Z. 2001 The mechanisms of kin
discrimination and the evolution of kin
recognition in vertebrates: a critical re-
evaluation. Behav. Processes. 53, 21–40.
(doi:10.1016/S0376-6357(00)00148-0)

101. Mateo JM. 2004 Recognition systems and
biological organization: the perception
component of social recognition. Ann. Zool.
Fennici. 41, 729–745.

102. Widdig A. 2007 Paternal kin discrimination: the
evidence and likely mechanisms. Biol. Rev.
82, 319–334. (doi:10.1111/j.1469-185X.2007.
00011.x)

103. Sanderson JL, Wang J, Vitikainen EIK, Cant MA,
Nichols HJ. 2015 Banded mongooses avoid
inbreeding when mating with members of the
same natal group. Mol. Ecol. 24, 3738–3751.
(doi:10.1111/mec.13253)

104. Wells DA, Cant MA, Nichols HJ, Hoffman JI.
2018 A high-quality pedigree and genetic
markers both reveal inbreeding depression for
quality but not survival in a cooperative
mammal. Mol. Ecol. 27, 2271–2288. (doi:10.
1111/mec.14570)

105. Nielsen JF et al. 2012 Inbreeding and
inbreeding depression of early life traits in a
cooperative mammal. Mol. Ecol. 21,
2788–2804. (doi:10.1111/j.1365-294X.2012.
05565.x)

106. Walling CA, Nussey DH, Morris A, Clutton-brock
TH, Kruuk LEB, Pemberton JM. 2011 Inbreeding
depression in red deer calves. BMC Evol. Biol.
11, 318. (doi:10.1186/1471-2148-11-318)

107. Bérénos C, Ellis PA, Pilkington JG, Pemberton
JM. 2014 Estimating quantitative genetic
parameters in wild populations: a comparison of
pedigree and genomic approaches. Mol. Ecol.
23, 3434–3451. (doi:10.1111/mec.12827)
108. Quirici V, Faugeron S, Hayes LD, Ebensperger LA.
2011 Absence of kin structure in a population of
the group-living rodent Octodon degus. Behav.
Ecol. 22, 248–254. (doi:10.1093/beheco/arq196)

109. Davis GT et al. 2016 Octodon degus kin and
social structure. J. Mammal. 97, 361–372.
(doi:10.1093/jmammal/gyv182)

110. Randall JA, Rogovin K, Parker PG, Eimes JA.
2005 Flexible social structure of a desert rodent,
Rhombomys opimus: philopatry, kinship, and
ecological constraints. Behav. Ecol. 16, 961–973.
(doi:10.1093/beheco/ari078)

111. Makuya L, Olivier CA, Schradin C. 2022 Field
studies need to report essential information on
social organisation – independent of the study
focus. Ethology 128, 268–274. (doi:10.1111/
eth.13249)

112. Möller LM, Beheregaray LB, Allen SJ, Harcourt
RG. 2006 Association patterns and kinship in
female Indo-Pacific bottlenose dolphins
(Tursiops aduncus) of southeastern Australia.
Behav. Ecol. Sociobiol. 61, 109–117. (doi:10.
1007/s00265-006-0241-x)

113. Wilson DR et al. 2015 Red squirrels use
territorial vocalizations for kin discrimination.
Anim. Behav. 107, 79–85. (doi:10.1016/j.
anbehav.2015.06.011)

114. Watts HE, Holekamp KE. 2007 Hyena societies.
Curr. Biol. 17, 657–660. (doi:10.1016/j.cub.
2007.06.002)

115. Kerth G. 2008 Causes and consequences of
sociality in bats. Bioscience 58, 737–746.
(doi:10.1641/B580810)

116. Croft DP et al. 2021 Kinship dynamics: patterns
and consequences of changes in local
relatedness. Proc. R. Soc. B 288, 20211129.
(doi:10.1098/rspb.2021.1129)

117. Ellis S et al. 2022 Patterns and consequences of
age-linked change in local relatedness in animal
societies. Nat. Ecol. Evol. 6, 1766–1776. (doi:10.
1038/s41559-022-01872-2)

118. Johnstone RA, Cant MA. 2010 The evolution of
menopause in cetaceans and humans: the role
of demography. Proc. R. Soc. B 277,
3765–3771. (doi:10.1098/rspb.2010.0988)

119. Combes SL, Altmann J. 2001 Status change
during adulthood: life-history by-product or kin
selection based on reproductive value? Proc. R.
Soc. B 268, 1367–1373. (doi:10.1098/rspb.
2001.1631)

120. Pereira AS, De Moor D, Casanova C, Brent LJN.
2023 Kinship composition in mammals.
Figshare. (doi:10.6084/m9.figshare.c.6708360)

https://doi.org/10.1046/j.1365-294X.2003.02071.x
http://dx.doi.org/10.1093/beheco/13.2.193
http://dx.doi.org/10.1093/beheco/13.2.193
http://dx.doi.org/10.1530/jrf.0.1080229
http://dx.doi.org/10.1530/jrf.0.1080229
http://dx.doi.org/10.5281/zenodo.6407053
http://dx.doi.org/10.1016/j.anbehav.2013.09.012
http://dx.doi.org/10.1111/mec.15560
http://dx.doi.org/10.2307/1382638
http://dx.doi.org/10.1073/pnas.241210198
http://dx.doi.org/10.1073/pnas.241210198
https://doi.org/10.1098/rspb.2002.2267
http://dx.doi.org/10.1073/pnas.0611449104
https://doi.org/10.1007/s00265-006-0305-y
https://doi.org/10.1007/s00265-006-0305-y
http://dx.doi.org/10.1098/rspb.2010.2718
http://dx.doi.org/10.1098/rsbl.2017.0112
http://dx.doi.org/10.1016/j.cub.2021.03.029
http://dx.doi.org/10.1093/beheco/arl045
http://dx.doi.org/10.1007/s002650050390
http://dx.doi.org/10.1016/S0376-6357(00)00148-0
http://dx.doi.org/10.1111/j.1469-185X.2007.00011.x
http://dx.doi.org/10.1111/j.1469-185X.2007.00011.x
http://dx.doi.org/10.1111/mec.13253
http://dx.doi.org/10.1111/mec.14570
http://dx.doi.org/10.1111/mec.14570
http://dx.doi.org/10.1111/j.1365-294X.2012.05565.x
http://dx.doi.org/10.1111/j.1365-294X.2012.05565.x
http://dx.doi.org/10.1186/1471-2148-11-318
http://dx.doi.org/10.1111/mec.12827
https://doi.org/10.1093/beheco/arq196
https://doi.org/10.1093/jmammal/gyv182
https://doi.org/10.1093/beheco/ari078
http://dx.doi.org/10.1111/eth.13249
http://dx.doi.org/10.1111/eth.13249
https://doi.org/10.1007/s00265-006-0241-x
https://doi.org/10.1007/s00265-006-0241-x
http://dx.doi.org/10.1016/j.anbehav.2015.06.011
http://dx.doi.org/10.1016/j.anbehav.2015.06.011
http://dx.doi.org/10.1016/j.cub.2007.06.002
http://dx.doi.org/10.1016/j.cub.2007.06.002
http://dx.doi.org/10.1641/B580810
http://dx.doi.org/10.1098/rspb.2021.1129
http://dx.doi.org/10.1038/s41559-022-01872-2
http://dx.doi.org/10.1038/s41559-022-01872-2
http://dx.doi.org/10.1098/rspb.2010.0988
https://doi.org/10.1098/rspb.2001.1631
https://doi.org/10.1098/rspb.2001.1631
http://dx.doi.org/10.6084/m9.figshare.c.6708360

	Kinship composition in mammals
	Introduction
	Methods
	Key definitions and data collection
	Social unit
	Kinship composition
	Kin and non-kin
	Data collection

	Data analyses

	Results
	Discussion
	Data accessibility
	Authors' contributions
	Conflict of interest declaration
	Funding
	Acknowledgements
	References


