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ABSTRACT
The Facial Action Coding System (FACS) is a widely recognised coding scheme for
analysing human facial behaviour, providing an objective method to quantify discrete
movements associated with facial muscles, known as Action Units (AUs), and reducing
subjective bias. FACS has been adapted for nine other taxa, including apes, macaques,
and domestic animals, but not yet bonobos. To carry out cross species studies of
facial behaviours within and beyond apes, it is essential to include bonobos. Hence,
we aimed at adapting FACS for bonobos. We followed a similar methodology as in
previous FACS adaptations: first, we examined the facialmuscular plan of bonobos from
previously published dissections. Given the similarity between bonobo and chimpanzee
musculature, we tested if ChimpFACS for chimpanzees could be applied to bonobos.
Second, we used ChimpFACS to analyse spontaneous facial behaviour in bonobos
through videos recorded in various contexts. Third, we noted any differences in
appearance changes between the AUs included in ChimpFACS and the AUs observed in
bonobos. Our findings showed that bonobos exhibit all the facial movements observed
in chimpanzees, and thus ChimpFACS can reliably be applied to bonobos. Bonobos
presented a diverse repertoire of 28 facialmovements (22AUs, threeActionDescriptors,
and three Ear Action Descriptors). Although the range of facial movement is lower
than in humans, bonobo’s potential for facial movement is comparable to that of
chimpanzees, underscoring the significance of this behaviour modality during social
interactions for both species. The ChimpFACS Extension for bonobos is an objective
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coding scheme for measuring facial movements in bonobos, designed to be used in
conjunction with ChimpFACS. This coding scheme extension will allow us to better
understand bonobos’ behaviour and communication, with practical applications for
assessing their welfare, particularly in human care. It also provides a framework for
comparing primate species, contributing to insights into the origin and evolution of
facial emotion and communication.

Subjects Animal Behavior, Zoology
Keywords FACS, Bonobos, Facial expressions, Facial movements, Homology, Face, Anatomy,
Communication, Observational tool, Methodology

INTRODUCTION
The Facial Action Coding Systems for humans and other animals
The Facial Action Coding System (FACS) has been widely used in human facial behaviour
research since Ekman and colleagues introduced it as a training manual (Ekman &
Friesen, 1978; Ekman, Friesen & Hager, 2002a; Ekman, Friesen & Hager, 2002b). FACS is
a standardised observational coding scheme designed to classify and describe human facial
movements by linking them to their corresponding underlying musculature. When a facial
muscle contracts, portions of the skin move, resulting in visible appearance changes on
the face. These movements, driven by mimetic muscles, are categorised as Action Units
(AUs), each identified by a numerical code and a descriptive label. For example, ‘‘AU16’’
represents the ‘‘Lower Lip Depressor’’, which is coded when the depressor labii inferioris
muscle pulls the lower lip downwards. To account for broader movements involving
non-mimetic muscles, the human FACS manual also describes Action Descriptors (ADs),
which capture movements like tongue actions or head and eye positions that can influence
the visual changes associated with AUs. Therefore, FACS categorises discrete subunits
of movement (i.e., AUs) rather than global facial behaviours with multiple AUs (Calder
et al., 2000). This approach minimises subjective interpretations of facial behaviours, such
as emotion labels. FACS also accommodates individual variability in facial morphology
(e.g., differences in face shape, size, or permanent wrinkles) by utilizing consistent facial
landmarks across individuals and establishing minimum criteria for identifying each AU.
Determining a neutral face for each individual is particularly valuable for coding video data
and essential for analysing still images, as it helps distinguish individual-specific features
and prevents false indicators during the coding process (Vick et al., 2007).

Following the samemethodology as used for the human system (Ekman, Friesen & Hager,
2002a), FACS has been adapted to be applied in several other primate species: chimpanzees
(ChimpFACS, Vick et al., 2007), rhesus (Parr et al., 2010), Barbary (Julle-Danière et
al., 2015), Japanese (Correia-Caeiro, Holmes & Miyabe-Nishiwaki, 2021), and crested
(Clark et al., 2020) macaques (MaqFACS), hylobatids (GibbonFACS, Waller et al., 2012),
orangutans (OrangFACS, Correia-Caeiro et al., 2013), gorillas (GorillaFACS, Correia-
Caeiro et al., 2025), and common marmosets (CalliFACS, Correia-Caeiro et al., 2022). It
has also been adapted to three domesticated species: dogs (DogFACS, Waller et al., 2013),
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horses (EquiFACS, Wathan et al., 2015), and cats (CatFACS, Correia-Caeiro, Burrows &
Waller, 2017). The adaptation of FACS for other species is based on the examination of
muscular homologies (e.g., Burrows et al., 2006; Burrows et al., 2011; Burrows, Waller &
Parr, 2009) while considering differences in facial morphology between species. Using
AnimalFACS to measure facial movements has the following advantages: (1) the coding is
independent of emotion labels and it is more observer-independent; (2) it provides a clear
and common terminology that is used across species; (3) as the system is anatomically
based, homologies can be recognised at the anatomical and behavioural level at once; (4)
the bottom-up approach allows for the recognition of more details in facial behaviour.

The development of all these AnimalFACS has not only allowed new insights into the
objective and standardised study of animal communication within each species, but also
created a robust framework for inter-specific comparative and evolutionary perspectives on
facial communication and emotional processes (Waller, Julle-Daniere & Micheletta, 2020;
Kret et al., 2020; Kavanagh et al., 2022). For example, by applying AnimalFACS, novel
insights have been found into how dogs and cats communicate with humans (Waller et al.,
2013; Correia-Caeiro, Burrows & Waller, 2017; Humphrey et al., 2020) and react facially in
emotional contexts (Correia-Caeiro, Guo & Mills, 2017; Bennett, Gourkow & Mills, 2017;
Bremhorst et al., 2019; Llewelyn & Kiddie, 2022). In non-human primates (NHP), a growing
number of studies applying AnimalFACS have been instrumental in understanding the
complexities of communication and emotion in a variety of species. Some examples
of these findings revealed that orangutans (Waller, Correia-Caeiro & Davila-Ross, 2015)
and gibbons (Scheider et al., 2016) use their play faces flexibly, and in line with some
intentionally criteria used for gestures (Leavens, Hopkins & Thomas, 2004; Liebal et al.,
2014); that chimpanzees produce the same play face configuration independently of the
vocalisations (Davila-Ross et al., 2015); that the same facial behaviour in crested macaques
(Silent-Bared Teeth) has different meanings depending on which AUs are included in
the display (Clark et al., 2020); that hylobatids pair-bonding is related to facial behaviour
(Florkiewicz, Skollar & Reichard, 2018); and that species previously thought to have less
facialmobility, such as commonmarmosets, have a similar potential for facialmovements as
otherNHP (Correia-Caeiro et al., 2022).One of the first studies directly comparing the facial
morphology and complexity of facial repertoires in chimpanzees and gibbons found that
chimpanzees have a larger and more complex facial signal repertoire compared to gibbons
(Florkiewicz et al., 2024). This finding supports the socio-ecological complexity hypothesis,
which entails that social needs shape the evolution of facial repertoires (Florkiewicz et al.,
2024). In addition to socio-ecological factors, there is some evidence that individual
factors such as species, age, or sex of the sender and receiver may affect the AUs displayed
(Crepaldi et al., 2024). These studies demonstrate the highly complex and dynamic nature
of facial behaviour and highlight the role of FACS for the functional understanding of
facial behaviour. This facial behaviour complexity often takes place within dynamic social
interactions (e.g., with multiple senders and receivers that display multiple AUs over time),
which adds even more complexity to these behaviours and its interpretation. To try to
tackle some of this complexity, the production of AUs has recently been examined with
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NetFACS, an R package which uses network analysis applied to rich FACS databases to
understand communicative functions (Mielke et al., 2022; Rincon et al., 2023).

Facial behaviour of bonobos
Bonobos are generally agreed to be a species with high facial mobility (De Waal, 1988; Bard,
Gaspar & Vick, 2011), producing facial behaviours in varied contexts such as play (Palagi,
2006; Palagi, 2008; Palagi & Paoli, 2007; Bertini et al., 2022), sex (Palagi et al., 2020),
social tension (Vlaeyen et al., 2022), and decision-making (Rosati & Hare, 2013), among
others (De Waal, 1988; Gaspar, Esteves & Arriaga, 2014). However, these studies mostly
investigated facial behaviours functionality, whilst little was said about the morphological
aspects of each facial behaviour, i.e., what each facial behaviour actually looks like or if
there are variations in form within context. This is important to consider since there is
considerable variation in how researchers have described facial behaviours in this species,
with facial ethograms including between 5 to 46 holistic facial behaviours (De Waal, 1988;
Pollick & De Waal, 2007; Bard, Gaspar & Vick, 2011). This large range previously reported
may be related to a priori selectivity bias of facial behaviours where researchers focus
only on some relevant facial behaviours for the discussion, or may be due to variation or
disagreement of what each facial behaviour looks like (or what constitutes a display).

Studies on bonobo behaviour have attributed a variety of labels to observed facial
behaviours in this species; for example, ‘‘relaxed face’’, ‘‘stare face’’, ‘‘pouting of the
lips’’, ‘‘grin face’’ (Patterson, 1979), ‘‘silent teeth-baring’’, ‘‘tense mouth’’, ‘‘silent pout’’,
‘‘duck face’’, ‘‘play face’’, and ‘‘funny faces’’ (De Waal, 1988). Other than these generic
terms, Patterson (Patterson, 1979) did not clearly define each facial behaviour or describe
their appearance in detail, but only briefly compared them with displays described in
chimpanzees. De Waal’s study (De Waal, 1988) included a more detailed description
of each facial behaviour component along with contextual information and potential
social function. However, in both studies, the application of categorical labels that are
generic, emotional, or contextually-bound does not aid in identification of the actual facial
behaviour, making it difficult to translate across studies, and may even bias the research
questions. Furthermore, it excludes the possibility of small morphological variations in the
same category of facial behaviour, which leads to functional and contextual use variation,
in both humans (Ekman & Friesen, 1982) and NHP (Clark et al., 2020).

Comparisons of facial behaviour between humans, chimpanzees, and bonobos have
been made by either directly applying the human FACS to bonobo and chimpanzee
facial behaviour (Gaspar, 2001; Dobson, 2009a; Dobson, 2009b) or by creating a similar
sub-unitary coding system based only on appearance changes but not AUs nor its
underlying muscle basis, and lacking inter-rater reliability (Gaspar, 2001; Bard, Gaspar
& Vick, 2011). For example, during sexual excitement or ‘‘happiness’’ contexts, all three
species were noted to display similar core AUs (e.g., AU6—Cheek Raiser + 12—Lip
Corner Puller + 25—Lips Part + 26—Jaw Drop in joy/play, AU43—Eye Closure +
AU26—Jaw Drop in sexual excitement) (Gaspar, Esteves & Arriaga, 2014). Despite a
couple of idiosyncratic AUs found in each species, such as AU15—Lip Corner Depressor
only found in chimpanzees or AU20—Lip Stretcher only found in humans (Dobson,
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2009a; Dobson, 2009b), species-specific patterns were mostly found in combination and
frequency of AUs (Bard, Gaspar & Vick, 2011). However, without species-specific FACS
(i.e., including examination of anatomical, morphological, and behavioural differences for
each species independently, and inter-rater reliability), it is hard to understand the validity
of these assessments (Bard, Gaspar & Vick, 2011). An over-estimation of how many AUs
a species is able to display seems to happen if the human FACS is directly used for other
species, since studies have reported AUs in apes that the species-specific FACS did not
find (e.g., chimpanzee studies with human FACS present 18 core AUs vs. 12 core AUs
with ChimpFACS, Gaspar, 2006; Vick et al., 2007; Dobson, 2009a; Dobson, 2009b; Bard,
Gaspar & Vick, 2011). This over-estimation might be due to a variety of reasons, such
as not accounting for the muscular basis of the movements (Bard, Gaspar & Vick, 2011),
including non-communicative contexts such as mastication (Dobson, 2009a; Dobson,
2009a), overlooking morphological differences between species that affect minimum
criteria to code each AU, coding false indicators, disregarding independence and reliability
of each AU, or relying only on longitudinal intra-rater reliability. For example, AU15—Lip
Corner Depressor has been reported in chimpanzees and AU23—Lip Tightener in several
primate species (Dobson, 2009a; Dobson, 2009b), but both movements have never been
reliably coded as an independent AU and are therefore not included in the corresponding
species-specific FACS (Vick et al., 2007; Parr et al., 2010; Waller et al., 2012; Correia-Caeiro
et al., 2025).

Another study applied FACS andChimpFACS in a cross-species study including bonobos
to examine play faces in mother-infant interactions, revealing both a prototypical play face
in all species examined at 6 months old and diverging types within this facial behaviour
in terms of AUs (Lembeck, 2015; Liebal, Schneider & Errson-Lembeck, 2019). Whilst this
study was the first cross-species application of FACS to infants and contributed new
developmental insights of facial behaviour, it is not known to what extent FACS can be
applied to infant NHP, as there might be some anatomical or morphological differences. A
BabyFACS adaptation from the human (adult) FACS to infants and young children found
some differences in displayed AUs, such as the AU3—Brow Knitting and Knotting which
in the adult FACS is coded as AU4—Brow Lowerer, as appearance changes vary between
infants and adults likely due to large facial morphological differences (Oster, 2005).

For a more detailed description of the issues with the lack of a species-specific FACS for
bonobos see Kuchenbuch (2010).

Why do bonobos need a FACS?
Despite facial anatomical and morphological similarities being assumed between
chimpanzees and bonobos, and subsequent direct applications of FACS/ChimpFACS
having been done for bonobos (Dobson, 2009a;Dobson, 2009b; Bard, Gaspar & Vick, 2011),
it is important to consider potential differences between the two species, including at
an anatomical, morphological, and behavioural level. The potential differences should
then be highlighted in the appearance changes lists, minimum criteria, and photo/video
examples of the new species. And more importantly, as all FACS are based on training
and certification of users that reach a minimum reliability level (70%) with the developers
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of each system, it is crucial to test the inter-rater reliability of FACS application for each
species separately, in this case bonobos. Given this information and the potential issues of
over- or under-estimation of AUs arising from direct application of FACS/ChimpFACS
directly to other species (see previous section), it is crucial to ensure that the original FACS
methodology is followed (to maintain comparative power of the systems) and that a new
system or extension is developed for each new species (to maintain inter-rater reliability of
the systems).

Additional reasons underscore the need for a FACS for bonobos. As evidenced by the
studies in the previous section, bonobos are a highly social species that seem to present high
facial mobility, although they are considerably less studied than chimpanzees in general,
but also in relation to their facial communication (Furuichi, 2019, see also Table SI1 in
Text SI1 for a rough estimation of number of studies in the seven great ape species).

Bonobos are different from chimpanzees behaviourally and are regarded as showing
some unusual social behaviour within the primate order (Savage-Rumbaugh & Wilkerson,
1978;Wrangham, 1993). In the wild, both bonobos and chimpanzees live in fission—fusion
communities ranging from ten to over a hundred individuals (30–80 individuals on average,
(Lehmann & Boesch, 2004; IUCN & ICCN, 2012). However, unlike chimpanzees, the social
system of bonobos is characterised by a co-dominance between the sexes, which is rare
within the primate taxa (Surbeck & Hohmann, 2013). In addition, bonobo communities are
tolerant towards each other (Samuni, Langergraber & Surbeck, 2022) and even cooperate
(Samuni & Surbeck, 2023) which brought about a new perspective on the discussion of the
behaviour of human ancestors (Stanford, 1998; De Waal & Lanting, 2023). Comparative
studies of bonobos and chimpanzees using FACS will be able to assess predictions related
to these particular socio-ecological variations between species. For example, FACS can
aid in testing the association between facial repertoires or mobility with socio-ecological
variables, such as group size or complexity (Florkiewicz et al., 2024), and species tolerance
(Rincon et al., 2023).

Despite bonobos and chimpanzees differing in behaviour and socio-ecological variables,
they are phylogenetically closely related to each other and to humans. Given these particular
characteristics, a FACS approach to bonobo facial behaviour may bring new information
to the debate on the origins of emotion and communication in humans (Barrett, Gendron
& Huang, 2009; Kret, Massen & de Waal, 2022;Majeed, 2022).

Hence, here we present an extension to the ChimpFACS (The Chimpanzee Facial Action
Coding System) for bonobos. The current work is intended to be used as an observational
coding scheme tomeasure facial movements in bonobos. Due to chimpanzees and bonobos
having very similar facial musculature in terms of number, size, and placement of muscles,
and because FACS is based on the facial musculature, the ChimpFACS can likely be used
to code facial movements in both species. However, bonobos show some differences
from chimpanzees in their facial landmarks (see ‘‘Facial morphology in bonobos’’ section
below), which are crucial to identify AUs. Hence, other than the study of the anatomy, it
is necessary to confirm and validate that the ChimpFACS is indeed suitable for application
to bonobos. In addition, due to behavioural or ecological variation between species, there
may also be small differences in the appearance changes of AUs. Hence, having a unique set
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of video examples of bonobo AUs will aid ChimpFACS certified users in AU identification
specifically in bonobos, rather than just in chimpanzees.

The aims of this work are to: (1) define the anatomical and functional plan of the bonobo
facial muscles using homologies with the human and the chimpanzee facial musculature;
(2) test the application of ChimpFACS and identify examples of the corresponding facial
movements of bonobos through spontaneous facial movements analysis and categorisation
into AUs, (3) develop an extension to the ChimpFACSmanual for bonobos (i.e., the results
of the current work) to aid users in identifying AUs in bonobos, and (4) create a standard
reference, together with ChimpFACS, for coding AUs in future research on bonobos.

METHODOLOGY
Ethical statements
This work was approved by the Ethics Advisory Board of Leipzig University (Ref.
2023.04.06_eb_191). All work undertaken for this manuscript was purely observational.
Furthermore, some of the videos analysed in this work were collected by FW
during a previous unrelated field project (research permit number: MIN.RSIT/SG-
RSIT/182/180/029/2023). This field project was granted ethical permission for video
recording at the Kokolopori Bonobo Reserve by the Institutional Animal Care and Use
Committee at the Faculty of Arts and Sciences at Harvard University, the Ministry
of Research of the Democratic Republic of the Congo, and is in line with the ethical
guidelines of the Department of Primatology at the Max-Planck-Institute for Evolutionary
Anthropology. The field video data collection was conducted non-invasively and adhered
to the best practice guidelines for health monitoring and disease control in great ape
populations (Gilardi et al., 2015).

Adapting FACS to bonobos
The methodology used in initial adaptations from the human FACS to other animal
species (i.e., chimpanzee (Pan troglodytes) and rhesus macaques (Macaca mulatta), (Vick
et al., 2007; Parr et al., 2010)), employed a three-step process: the first step consisted of
examining the facial muscular plan of the target species through dissections; the second
step was to perform intramuscular electrical stimulation to verify the link between muscle
contractions and appearance changes; finally, in the third step, video analysis of spontaneous
behaviour of individuals was undertaken to identify all potential facial movements of the
target species.

However, the subsequent FACS adaptations to a new species involved slight changes
in this three-step methodology. The intramuscular stimulation was not performed due
to lack of availability of individuals, technical issues, and/or associated ethical concerns
with an invasive procedure. Furthermore, the validity of a FACS approach based on
facial muscle function had been demonstrated already for three species (humans and
chimpanzees, Waller et al., 2006, and rhesus macaques, Waller et al., 2008). Dissections
were not performed for Barbary (M. sylvanus) (Julle-Danière et al., 2015), nor Japanese
macaques (M. fuscata) (Correia-Caeiro, Holmes & Miyabe-Nishiwaki, 2021) due to lack of
significant variation in facial muscles in the genus Macaca (Burrows, Waller & Micheletta,
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2016). Classic (Miller, 1952) and recent (Burrows et al., 2006; Diogo, Molnar & Wood, 2017;
Diogo et al., 2017) dissections have been published on the facial musculature of a large
sample of bonobos (Pan paniscus, which found no differences between chimpanzee and
bonobo facial muscles) with only slight differences with human facial muscles, so additional
dissections are not needed for FACS development in this case. Given that chimpanzees
already have a dedicated FACS—the ChimpFACS (Vick et al., 2007), we instead can test
the application of the ChimpFACS to bonobos.

Thus, in the current work, we perform the third step of a FACS adaptation, in which
we analysed videos of spontaneous facial behaviours frame-by-frame to identify examples
of independent facial movements in bonobos using the ChimpFACS, along with a list
of appearance changes based on facial landmarks comparisons (Figs. S1–S3), and the
minimum coding criteria for each movement (see ‘Results’). These movements were then
linked to the underlying musculature through functional homology with chimpanzees and
humans. Whilst identifying the AU examples, we also noted morphological differences
between the appearance changes of the two species. Finally, we looked for potential
additional movements in bonobos not included in the ChimpFACS, using the functional
homologies of human facial muscles. The work here reported was initially developed as
the diploma thesis of one of the co-authors (PK, Kuchenbuch, 2010), and has been here
expanded by including a larger sample of individuals, more examples of AUs, and an
inter-rater reliability assessment of ChimpFACS application to bonobos.

Facial morphology in bonobos
Since facial morphology is unique to each species, facial landmarks and other anatomical
reference points are important for identifying facial movements when using FACS. These
differences are important to be described since some of these may impact the identification
of AUs and future FACS coders should become familiar with the details in the facial features
of both species. Hence, we compiled this information in Text SI2, including a description
of bonobo facial morphology, highlighting key differences between chimpanzees and
bonobos, female and male bonobos, and potential individual variations.

Analysis of bonobo facial movements
The third step for adapting the ChimpFACS for bonobos consisted of analysing video
recordings of spontaneous facial movements of bonobos with the aim of (1) identifying
the facial movements (AUs and ADs) bonobos can potentially display with the aid of the
ChimpFACS, (2) finding at least one clear example of each facial movement in bonobos,
and (3) extracting brief video clips to demonstrate these movements (provided in this
manuscript as Videos SI). Although ear movements were not included in the ChimpFACS,
here these movements were also considered and Ear Action Descriptors (EADs) were
described following nomenclature from the MaqFACS (Parr et al., 2010).

A sample of 509 videos (Mean duration ± SD: 477 ± 0.002s) were analysed (by PK and
CCC) frame-by-frame, totalling approximately 55 h of videos. The videos were selected
according to FACS visibility criteria of the head and face (e.g., lighting, proximity, video
quality), and included variable frame rate (29–60 FPS). This sample featured approximately
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241 individuals (it was not always possible to identify individuals in the videos) in a variety of
populations, both in human care (i.e., housed in zoos, research facilities, and sanctuaries—
see Table SI2 in Text SI3, comprising approximately 43 h of video), and from wild sites
(wild sites information in Text SI4, comprising approximately 12 h of video). The videos
also included a variety of contexts (including potentially affiliative, agonistic, and socially
neutral contexts: e.g., grooming, play, aggression, genital rubbing, human interaction, for
more information on contexts see Table SI3 in Text SI5). This sample aimed at trying to
capture as much diversity of populations, individuals, conditions, and contexts to ensure
maximum opportunity for AUs display. However, we did not systematically compare
differences between these variables, as this can only be done once the system is developed.

All videos were collected for other ethically approved research projects unrelated to
the present work, or sourced from online public databases (e.g., YouTube.com, all with a
Creative Commons Licence or approval from the video owners). Still images were extracted
from videos in some instances, downloaded from public databases (e.g., Pixabay.com,
Unsplash.com), or belonged to other projects by the co-authors (PK, FW, SWT, MS, ML)
to illustrate particular facial features or aid in the identification of appearance changes.

We recognise that it is possible that movements displayed in very specific contexts
(e.g., birthing) or that are rare may be missing from our video sample. However, if
additional movements are found in the future, they can be added to the ChimpFACS
Extension for bonobos through the AnimalFACS platform (http://www.animalFACS.com).

Classification of facial movements into Action Units, Action
Descriptors, and Ear Action Descriptors
Similarly to what has been done in previous AnimalFACS, the ChimpFACS Extension for
bonobos describes here the facial movements observed in spontaneous facial behaviour of
bonobos. Each of the movements observed was classified into AUs/ADs/EADs according
to codes used in ChimpFACS, HumanFACS, or MaqFACS, following functional muscular
homologies wherever possible. All the AUs found in bonobos are presented in Table S1
along with the corresponding muscles. Additionally, Table S2 lists ADs and EADSs found
in bonobos. Detailed description of ADs and EADs in bonobos can be found in Text SI6.

In order to test the application of ChimpFACS to bonobos, we performed inter-rater
reliability on a set of additional videos (full description in Text SI7).

How to use the ChimpFACS Extension for bonobos as a coding
scheme
This work aimed to test if the ChimpFACS could be applied to bonobos and thus serves as
a ChimpFACS Extension for bonobos. It includes only changes to the AU/AD/EADs found
in bonobos in comparison to chimpanzees, along with a list of appearance changes that
follow each muscular movement on the face of bonobo. Each movement is illustrated by
still images and short video-clips included as Videos SI. For each AU, minimum criteria
are set for bonobos, in which the presence of specific visible appearance change(s) are a
condition required to code an AU.

Despite FACS being based on muscular activity and appearance changes, it is necessary
to account for individual differences in permanent morphological facial features present
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in a neutral face, such as permanent wrinkles, amount of hair, or shape of brows, which
may vary between individuals. These individual differences in the neutral face may mislead
observers into falsely detecting facial activity when it is not present (i.e., false indicators,
Vick et al., 2007). Therefore, the neutral face of each individual should be identified and
used as a baseline for coding an AU or AU combinations.

As with all FACS any person interested can become a certified ChimpFACS coder, as due
to the objective nature of FACS, no experience with FACS or the target species is needed
(e.g.,Wathan et al., 2015). However, before taking the ChimpFACS certification test to code
bonobos, it is recommended that both the ChimpFACS and this Extension for bonobos
are studied together. This includes in-depth understanding of the anatomical information,
the appearance changes, and the minimum criteria for both species as described for each
AU/AD/EAD (see ChimpFACS (Vick et al., 2007), results section, and Text SI6), and
illustrated in the Videos SI. Therefore, the information here reported for bonobos must
be used as an additional resource to ChimpFACS, and only after training and certification
in ChimpFACS (manual and test available at http://www.AnimalFACS.com). ChimpFACS
also includes a glossary with anatomical terms and definitions, which can be consulted if
needed for bonobos.

RESULTS
Since our results are to be used as an extension for ChimpFACS, we report here only
differences in appearance changes between chimpanzees and bonobos for each AU, as well
as additional movements we observed in bonobos, not included in the ChimpFACS. In
Table S1, we compile the previously published information on the presence/absence of
AUs and its underlying facial muscles for humans (Ekman, Friesen & Hager, 2002a) and
chimpanzees (Vick et al., 2007) in comparison with what we found for bonobos. During the
extension of the ChimpFACS for chimpanzees to bonobos, we found 28 facial movements
in bonobos: 22 AUs, three ADs, and three EADs (Tables S1 and S2). As in other FACS,
most of these Actions may be displayed asymmetrically, although we did not systematically
sample this in our examples. The coding of asymmetries in FACS is usually noted by adding
L (for left hemiface Action) or R (for right hemiface Action) to the code (e.g., AU16L).

Both the information from Table S1 and the AUs descriptions that follow result from the
following points: (a) application of the ChimpFACS to bonobos footage to find examples of
each AU, while noting morphological differences in appearance changes; (b) identification
of additional movements in bonobos (not previously included in the ChimpFACS); and
(c) using ChimpFACS together with the ChimpFACS Extension for bonobos, i.e., the
information generated by point (a) and point (b), verify if the AUs from ChimpFACS and
its Extension can be reliably coded in bonobos, while improving the description of each
AU for bonobos.

Detailed results of the inter-rater coding reliability (overall and for each AU) can be
found in Text SI7 and Table S3.
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Action Units
As in the original ChimpFACS, we report each AU found in bonobos, with a numerical
code, a descriptive name, and a brief comparison of the anatomical features between
humans, chimpanzees, and bonobos. In ChimpFACS, the information is structured in the
following way:

A. Proposed muscular basis:muscle(s) that produces theAU in chimpanzees (Table S1).
As the recent dissections indicated bonobos to have all the same muscles, we will omit this
section here, although we may comment on the muscle actions if needed.

B. Appearance changes: this is a list of multiple and redundant cues (e.g., face feature
movement of shape change, movement direction, and formation or deepening of wrinkles,
in relation to facial landmarks, Figs. S1–S3) that help to identify when an AU occurs.
Here, we will comment on any differences and provide additional appearance changes if
needed. Video (see Videos SI) and photo examples are also presented illustrating different
appearance changes;

C.Minimum criteria to code an AU: this section details the visible appearance change(s)
that, when present, are sufficient to code an AU; here we will only present this section for
bonobos if it differs from chimpanzees;

D. Subtle differences between AUs: wherever necessary, a comparison of similar AUs
that can be confused or that share some appearance changes, if different from what was
reported in ChimpFACS.

Upper face Action Units
AU1+2—Brow Raiser
The raising of the browridge is brought about by the contraction of the frontalis muscle
in chimpanzees, which is also the case here. The description of appearance changes for
AU1+2 in the ChimpFACS can be applied to bonobos without major modifications: the
brows are pulled up in their entirety, the wrinkles on the forehead deepen and the skin
under the browridge becomes visible. The human FACS AU1—Inner Brow Raiser and
AU2—Outer Brow Raiser do not seem to act independently in chimpanzees nor bonobos.
In all of the AU1+2 observed in bonobos, the inner and outer sections of the brow were
raised together (e.g., Figs. S5–S6, Videos S1–S6).

AU1+2 may be more difficult to detect in some bonobos than in chimpanzees, as the
browridge is less prominent, so that less skin will be moving over it. In addition, like in
many other AUs, the black skin colour of bonobos may render it more difficult to see the
changes in lines and wrinkles.

AU41—Glabella Lowerer
Humans can produce AU4—Brow Lowerer by the contraction of three different muscles:
procerus, depressor supercilii, and corrugator supercilii. The procerus pulls the medial end
of the eyebrow downward, the depressor supercilii pulls the eyebrow and the skin above
the orbit downward, and the corrugator supercilii pulls the eyebrows towards the midline
and downwards. No such independent movement was described for chimpanzees in the
ChimpFACS, and it was not seen either in bonobos in the initial ChimpFACS adaptation
study (Kuchenbuch, 2010). In both works, AU4 was only observed with AU9—Nose
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Wrinkler. However, this single movement of lowering the brows has been described in the
literature in bonobos (often with an emotional label). De Waal (1988) and Gaspar (2006)
both use the word ‘‘frown’’ for certain appearances of bonobo faces. One photograph in
de Waal’s article (Fig. 1A in De Waal, 1988) shows an individual with the inner brow area
appearing to be drawn inward and downward, but there is no neutral picture to compare
this appearance to, which makes it difficult to identify an AU4 with certainty. The face of
one of the individuals observed in Kuchenbuch’s (2010) study has an appearance similar
to human frowning in its neutral state, but no individual showed a singular movement in
accord with the minimum criterion for an AU4, i.e., downwards movement of the brow
region. In the non-FACS literature, this ‘‘frowning’’ is generally described as a medial and
downward movement of the inner brow area, just like it is observed in humans. Using
the human FACS approach, this would likely include at the very least the lowering of
the medial part of the browridge caused by the procerus muscle, i.e., an AU41—Glabella
Lowerer. However, as explained above, caution is needed to not code a false indicator due
to permanent features of an individual’s face in a neutral state. AU41—Glabella Lowerer
has also been identified in another primate taxa, the Macaca genus and thus included in
the MaqFACS and its extensions (Parr et al., 2010; Julle-Danière et al., 2015; Clark et al.,
2020; Correia-Caeiro, Holmes & Miyabe-Nishiwaki, 2021).

In the larger dataset with bonobos used in the current work, we clearly identified several
examples of an independent movement in which the browridge was lowered. However, it
is unclear if corrugation is widely present (only observed in one individual once). Hence,
despite the three muscles producing AU4 in humans being present in bonobos (Diogo,
Molnar & Wood, 2017; Diogo et al., 2017), and in bonobos these muscles producing some
of the same appearance changes seen in humans, without corrugation present as one of the
appearance changes of this movement, AU4—Brow Lowerer cannot be coded. Corrugation
of the brows, i.e., brows coming closer together and creating wrinkles on the glabella, has
not yet been found in any other AnimalFACS, and thus seems to be unique to humans.
Therefore, in bonobos, AU41—Glabella Lowerer is coded for downwards browridge
movements, which we describe next with the corresponding sections A–D (e.g., Videos
S7–S10).

The glabella area (i.e., area between the brows) differs slightly between humans and
bonobos. While in humans the glabella is a flat area of smooth skin between the brows, in
bonobos the glabella area usually has permanent wrinkles, and may sit deeper than the rest
of the browridge or the salient arches of the browridge. In humans, the glabella contrasts
with the surrounding areas due to being a (usually) hairless area between two strips of hair,
while in bonobos either the whole browridge may be covered in hair or may be fully naked
(see Fig. S4 for examples of variation in this feature), which may make identifying AU41
more challenging in bonobos.

A. Proposed muscular basis: procerus.
B. Appearance changes:

1. The browridge moves downwards, with either the browridge moving down or the skin
of the browridge sliding down and inwards.

2. The eye aperture may be narrowed.
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3. In more intense movements, the underbrow region may become less visible, the eye
cover fold may disappear from view, and the root of the nose may also be covered.

4. If hair is present above or on the browridge, it will move downwards.
5. In very intense movements, the root of the nose might be completely covered with the

glabella.
6. In some individuals, wrinkles may appear or may be deepened on the glabella and root

of the nose.
C. Minimum criteria: downwards movement of the browridge, glabella, or brow arches.
D. Subtle differences between AUs: even though AU1+2 and AU41 act in opposite

directions, in humans they can be coded simultaneously, impacting each other’s appearance
changes and creating new appearance changes. In contrast, in bonobos they are mutually
exclusive, i.e., they cannot be coded simultaneously, and hence do not share any appearance
changes. In bonobos, either an AU1+2 is acting whenever the browridge goes upwards
from neutral, or an AU41 is acting whenever the browridge goes downwards from neutral.
However, these two movements are sometimes observed in succession, in which AU1+2 is
immediately followed by AU41 (or vice-versa), sometimes without a clear temporal return
to neutral (e.g., Videos S11–S13). In addition, the return of AU41 to neutral might be
difficult to distinguish from a weak AU1+2, and the return of AU1+2 to neutral might be
confused with a weak AU41. However, the release of AU1+2 should not be coded as AU41,
and vice-versa. To define when to code one or the other, comparison with the neutral
browridge for each individual may be necessary, as well as frame-by-frame analysis of the
succession of movements (Fig. S7). In still frames, weak occurrences of this movement
might be hard to code in absence of a neutral picture of the same individual.

AU5—Upper Lid Raiser
The action of this AU opens the eyes widely by raising the upper lid beyond the neutral
open position. The raising of the upper lid is brought about by the contraction of the
levator palpebrae superioris muscle in humans and chimpanzees, but this muscle was not
described for bonobos as the extra-ocular musculature was not examined in the recent
dissections (Diogo et al., 2017). In some species, the orbicularis oculi muscle may also act
to further increase the opening of the eye.

In any case, this AU was reported to be present in chimpanzees and bonobos, with the
same basic appearance in both species (Kuchenbuch, 2010). The eye aperture is widened,
exposing more of the upper part of the eyeball, while part of the upper eyelid itself is
concealed under the browridge. In some bonobos, as the browridge may be smaller,
the eyes are less overshadowed than in chimpanzees, so that the upper eyelid may be
more visible. This makes this AU slightly easier to discern in individuals with smaller
browridges. If AU1+2 is acting, this may also expose more of the eye region and facilitate
the identification of AU5 (Fig. S8). The influence of head angle and eye movements on the
identification of AU5 is as important in bonobos as in chimpanzees; changes in head angle
can lead the observer to erroneously assume that the upper eyelid has been raised, and the
same can happen if the individual is looking up. Figure S9 illustrates these effects, showing
a combination of AU5, looking up, and an upward head movement.
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However, both in the ChimpFACS and the initial work done in bonobos, AU5 was
not observed in isolation, and all examples are accompanied by either AU41 or eye/head
movements. Similarly, we did not identify this movement in our current sample as an
independent movement (e.g., temporally distinct from other AUs). Hence, this is another
AU that may be hard to code depending on individuals or video conditions.

AU6—Cheek Raiser and AU7—Lid Tightener
In chimpanzees, AU6—Cheek Raiser is produced by the contraction of the orbicularis
oculi (pars orbitalis) muscle, and it has the same muscular basis in bonobos. This muscle
action pulls the skin from around the eyes towards the centre of the eye. Narrowing of the
eye aperture, as described for chimpanzees, is also seen in bonobos. The medial section of
the browridge can be seen to be pulled downwards, which also happens in stronger actions
in chimpanzees. In some movements, beyond the lowering of the brows, the skin of the
browridge and frontal region is seen sliding over the browridge and downwards towards
the eyes (e.g., Videos S14–S15). AU6 can be easily identified in bonobos from these cues
alone. However, it has less conspicuous appearance changes on the corners of the eyes
than in chimpanzees: certain wrinkles lying laterally of the eye region seem to be shallower
in bonobos than in chimpanzees, which makes it harder to see any deepening of these or
increase of bagging beneath the eyes, as described in the ChimpFACS. The black skin colour
may also make these appearance changes harder to see. The possibility to use wrinkles and
bagging as hints for the action of AU6 is therefore more limited than in chimpanzees. Like
in chimpanzees, this action in bonobos seems to be more spread around the whole eye
area, in a concentric movement (e.g., Video S16).

It is important to note that we could not find an example of AU6 in isolation in bonobos,
but only in conjunction with other AUs, such as AU45/43, AU9 (see sections below for
description of these AUs, Fig. S10), or AU41. This was the case for both the initial work in
applying FACS to bonobos (Kuchenbuch, 2010) and in the current larger sample. However,
there is a slight temporal difference in AU6 and the other AUs, and thus we consider it
as an independent AU for bonobos, similar to what was determined for chimpanzees. In
humans, likely due to anatomical differences (e.g., fat deposits on the zygomatic bone that
form the human-like cheeks), AU6 can be coded as an independent action.

In bonobos, we also detected another movement that often accompanies AU6: AU7 - Lid
Tightener, in which the lower eyelid is raised or bulged (Fig. S11). In humans AU7 can be
coded as an independent AU and is produced by the other portion of the orbicularis oculi
(pars palpebralis) muscle. However, in chimpanzees this action was not described, as the
authors thought several factors could influence the reliability of detecting this movement
(Vick et al., 2007). In bonobos, AU7 may likewise be hard to detect reliably due to the
difficulty in clearly visualising the eyelid, and was only observed twice independently and
as a very subtle movement in the analysis of our whole video dataset (Videos S17–S18).
Hence, we recommend to code this movement only in optimal conditions of visibility of
the eye area.
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As both AU6—Cheek Raiser and AU7—Lid Tightener seem to be slightly different in
bonobos compared to chimpanzees, we include the appearance changes for both of these
below.

A. Proposed muscular basis for AU6—Cheek Raiser: orbicularis oculi (pars orbitalis).
B. Appearance changes for AU6—Cheek Raiser:

1. The skin around the eye is pulled towards the centre of the eye, including skin from
browridge, IOT (infra-orbital triangle, Figs. S1–S2), nose and temples.

2. Skin wrinkles around the eye deepen, and new wrinkles may form around the eye.
3. The skin of the IOT is pulled towards the eye, but may not decrease in size.
4. Deepens the infraorbital furrow.
5. Even if eye closure is not present, it usually narrows eye aperture.
6. It was only observed in conjunction with other AUs, such as AU41, AU43/45, and AU9

(see below for further AUs descriptions).
7. When eye closure or AU7 are present, it can make the eyelids appear compressed and

bulging.
C. Minimum criteria for AU6—Cheek Raiser: concentric movement of skin globally

around the eyes being pulled inwards toward the centre of the eye.
D. Subtle differences between AUs for AU6—Cheek Raiser: as AU6 was not observed

alone, this makes it harder to distinguish from other AUs. Nonetheless, there has to be at
least a temporal distinction with other AUs appearance changes. AU6may be confused with
AU41, AU9, or AU43/45. However, with AU41 and AU9, movement will not be global, but
with AU41 will be seen coming from the browridge downwards only, and with AU9 there
will be only movement coming from the nose and IOT area upwards. With AU43/45 alone,
there is some movement around the eye, but its area is less extensive and less globalised.

A. Proposed muscular basis for AU7—Lid Tightener: orbicularis oculi (pars
palpebralis).

B. Appearance changes for AU7—Lid Tightener:
1. The eyelid is tightened and moves upwards covering more of the eyeball. There might

be some movement also towards the corner of the eye.
2. It was only observed in the lower eyelid.
3. It narrows eye aperture.
4. It may change shape slightly from a curved U line to a more straight or arched line.
5. The skin right underneath below the eyelid may move upwards, but not beyond the

IOT.
6. Lower eyelid furrow may become more apparent.
C.Minimum criteria for AU7—Lid Tightener: lower eyelid is pushed upwards covering

more of the eyeball.
D. Subtle differences between AUs for AU7—Lid Tightener: AU7 may be confused

with AU6, as in AU7 there is also movement in the IOT and eyelid. However, in AU7, this
movement is not concentric, and more just a push of the eyelid upwards or towards the
inner corner of the eyes, whilst in AU6 the movement is concentric towards the centre of
the eye. Furthermore, we observed AU6 in both eyelids, whilst we only observed AU7 in
the lower eyelid.
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AU43—Eye Closure and AU45—Blink
Action Units 43 and 45 both describe the closing of the eyelids. But as the name indicates,
AU43 is coded when the eyes are closed for more than half a second, and AU45 if they
are closed for half a second or less (e.g., Video S19). Both AUs are caused not by the
contraction, but by the relaxation of a muscle, i.e., the levator palpebrae superioris muscle,
in humans and chimpanzees. In bonobos as in chimpanzees, these AUs reduce the eye
aperture while exposing more of the upper eyelid. The smaller browridge has a slightly
positive effect on the visibility of these AUs, while the black colour of the eyelids (with
the exception of individuals with bright eyelids) has a slightly negative effect. The overall
visibility of this movement is thus similar to chimpanzees.

Lower face Action Units
AU9—Nose Wrinkler
In humans, the levator labii superioris alaeque nasi muscle wrinkles the nose, producing
AU9—Nose Wrinkler, but in chimpanzees, this AU may recruit an additional muscle,
the procerus muscle. Like in humans, in chimpanzees, this AU pulls the nostrils upwards
and medially, causing wrinkling at the root of the nose, while the medial portion of the
browridge is pulled downwards. The lateral portion of the nasolabial furrow is deepened
in chimpanzees.

Both muscles are present in bonobos (Miller, 1952; Diogo, Molnar & Wood, 2017; Diogo
et al., 2017). The AU9 has similar appearance changes in this species (Fig. S12, Videos
S20–S22), but because the bonobo nose is broader than in chimpanzees, the medial
movement of the nostrils is less pronounced. The deepening of the nasolabial furrow
described in chimpanzees is more difficult to discern in bonobos, and the same can be
said of the wrinkling at the root of the nose. Therefore, this AU is easier to recognise in
bonobos by the slight upward movement of the nose, which can be seen more clearly
in profile than in frontal view. In addition, it seems that smaller movements produce
more appearance changes around the nostril area, pulling the nostrils upwards, whilst in
more intense movements the nostril, side of nose, upper lip, and glabella may have visible
changes.

AU10—Upper Lip Raiser
AU10—Upper Lip Raiser refers to the upper lip being pulled upwards. This action may
reveal parts of the upper teeth and gums. The muscle responsible for this movement in
chimpanzees is the levator labii superioris muscle. This AU looks very similar in bonobos;
a noticeable shortening of the distance between the nose and the upper lip is the best
cue for recognition in bonobos as it is in chimpanzees. However, the upper lip seems to
thicken less than in chimpanzees, although this may be due to many occurrences of AU10
being accompanied by AU12—Lip Corner Puller, which stretches the lips horizontally. The
lighter lip colouration in some bonobos creates a higher contrast area, which may facilitate
the identification of this movement (e.g., Figs. S13–S15, Videos S23–S26).
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AU12—Lip Corner Puller
This AU pulls the corners of the lips upwards and laterally towards the ears (e.g., Figs. S16–
S17, Videos S27–S29). The underlying muscle action is the contraction of the zygomaticus
major muscle in chimpanzees. The mouth is elongated in the horizontal plane; in
chimpanzees, the stretching of the top lip caused by this AU makes the vertical wrinkles
between mouth and nose less visible. This appearance change can also be seen in bonobos.
However, the appearance change that describes the deepening of the semi-circular mouth
corner furrows into wrinkles mentioned in the ChimpFACS is not as straightforward in
bonobos to detect. In many bonobos, the hair comes down and medially further than in
many chimpanzees. The area where wrinkling is said to occur in chimpanzees when AU12
is acting is often covered by hair in bonobos, so that wrinkling in the mouth corner can
then not be used as a reliable cue to recognise the action of AU12.

However, the bright lips make the elongation of the mouth into a crescent shape easier
to see in bonobos, which compensates for when the lip corners are not visible. As in
chimpanzees, a slight upward curving of the mouth corners is often present in the neutral
face (AU0) of bonobos (Fig. S18). The degree of this curvature is individually different. The
presence of AU12 alone is therefore often hard to discern. Thus, it is especially important
for the correct coding of AU12 to consider the AU0 of the individual or for the actual
movement of the lip corners to be detected.

AU16—Lower Lip Depressor
This AU pulls the lower lip towards the mental region. The inner lip area, the lower teeth
and gums may be revealed, the lips are always parted (AU25), and the lower lip may bulge
(but not fall anteriorly). The responsible muscle is the depressor labii inferioris muscle
in chimpanzees, and this muscle is also present in bonobos (Miller, 1952; Diogo, Molnar
& Wood, 2017; Diogo et al., 2017). We found no differences in AU16 between bonobos
and chimpanzees, hence the ChimpFACS appearance changes can be used without any
modification for bonobos (e.g., Figs. S19–S20, Videos S30–S32).

AU160—Lower Lip Relax
The Lower Lip Relax - AU160 describes the strong relaxation of the lower lip to the point
that it falls forward and hangs loose. This AU is not observed in humans, due to the small
size and low flexibility of the human lower lip. It was however described for chimpanzees
(Vick et al., 2007), orangutans (Correia-Caeiro et al., 2013), and gorillas (Correia-Caeiro
et al., 2025), since these species have a very large, thick, and highly mobile lower lip. In
bonobos, AU160 is also observed, and it presents similar appearance changes to the other
apes (e.g., Fig. S21, Videos S33–S35).

AU17—Chin Raiser
In humans, the main appearance change of this AU is an upward movement of the chin
and the lower lip, causing the lower lip to protrude. In humans and chimpanzees, it
is caused by the contraction of the mentalis muscle. This muscle is not mentioned in
Miller’s work on bonobo facial musculature (Miller, 1952), but it was identified in the
more recent dissections (Diogo et al., 2017). In bonobos, there is a very obvious presence of
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AU17 illustrated by the several examples included in Kuchenbuch’s work (2010) and here
included. The description of this AU in chimpanzees can be applied to bonobos without
major modifications (e.g., Figs. S22–S23, Videos S36–S39). This AU is also clearly visible in
bonobos because of the contrasting bright lip colour, which makes the lip and the mental
area appearance changes much more visible than in chimpanzees.

AU18—Lip Pucker
The action of this AU in humans pushes the lips slightly forwards, the mouth opening is
de-elongated becoming smaller and rounder, and wrinkles appear on the upper and lower
lip (Ekman, Friesen & Hager, 2002a). AU18 is produced by the incisivii labii superioris and
inferioris muscles to produce the typical ‘‘kiss/pucker’’ mouth shape in humans (Ekman,
Friesen & Hager, 2002a; Hur, 2018). In the ChimpFACS, the presence of these muscles and
the AU are noted as unclear. The published dissections do not seem to agree regarding the
nomenclature, description, and inclusion of these muscles in NHP (Diogo et al., 2017), but
it is unclear if this is because it was not dissected or it could not be found, or due to some
technical issues. However, a recent work targeting these muscles was published with one
chimpanzee sampled (Iwanaga et al., 2021), in which this muscle was clearly identified, at
least in the lower lip, but with a different proposed function than the one proposed in the
human FACS (Ekman, Friesen & Hager, 2002a). Hence, more studies on these muscles are
needed to clarify their presence and function in human and NHP.

Due to the yet tentative muscular basis in bonobos, Kuchenbuch (2010) included
only a suggestion for an AU18, consisting of several appearance changes: a clearly visible
elongation of the lips with a pointed centre, but with the lips pulled flat in the vertical plane,
and without outwards flaring. These appearance changes, albeit with slight differences,
were suggested to be like the human FACS AU18 - Lip Pucker (Ekman, Friesen & Hager,
2002a). However, when examining these picture and video examples from the work of
Kuchenbuch (2010) (Fig. S24), there seems to be more similar appearance changes from
a weak AU22—Lip Funneler (see below for description), without the extensive outwards
flaring of the lips (but still there is a slight flare in both videos), than an AU18, according
to the human FACS. However, both videos also contain an AU18 (see below for still
frames of AU18). The AU18 in the human FACS does not require lip protrusion (just
mouth de-elongation and pursing of the lips), whilst the AU22 in the human FACS always
requires the lips to be projected forwards (Ekman, Friesen & Hager, 2002a). The human
FACS concedes that AU22 can happen without AU25, if AU17 is acting to push the lower
lip upwards towards the upper lip and thus keeping the lips together. Furthermore, in
other ape species, such as orangutans (Correia-Caeiro et al., 2013), similar movements to
these ones observed in Kuchenbuch’s work were classified as AU22 in the OrangFACS, in
which the projected lips can take two forms: funnelled or flattened. In the OrangFACS,
AU18 was also included, but with the appearance changes of pursing the lips medially and
the appearance of wrinkles in both lips, with none or minimal protrusion of the lips. As
such, here we complement both movements (AU18 and AU22) with further video and
picture examples, and opted for following the appearance changes of ChimpFACS and
OrangFACS for AU18 and AU22.
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In the current work, we identified several instances of AU18 in bonobos (e.g., Fig. S25,
Videos S40–S42), andwe further add that AU18 can be producedwith or without wrinkling,
and can be coded whenever the lip corners are drawn medially, even if no puckering is
observed. As this movement was not described in the ChimpFACS, we include below its
detailed description for bonobos.

A. Proposed muscular basis: orbicularis oris and incisivii labii.
B. Appearance changes:

1. The lip corners move towards the mouth midline or the lips are pushed towards the
mouth midline.

2. Some medial bulging of the lips may be observed, but there is no outwards flaring of
the lips.

3. Wrinkling may be observed or the existent wrinkles become more conspicuous,
particularly on the upper lip.

4. The mouth area may appear to become narrower as it appears compressed medially.
In frontal view, the lip corners become visible.

5. The lip corners may appear to be slightly pointing upwards due to the movement of
the upper lip being squeezed towards the mouth midline.

6. If the mouth is open, fewer teeth may become visible. The sharp angle of the lip corners
becomes rounder.

7. Skin and hair accompany the lip corner movement towards the medial area of the
mouth.

8. It can be observed as a unilateral movement on one side of the mouth (AU18L or
AU18R, Videos S40). It can also occur only on one of the lips (top lip: AU18T or
bottom lip: AU18B, Videos S41).

9. In low intensity movements, only the lip corners move slightly forward, without
wrinkling or mouth shape change. Hence, in low intensity movements, AU18 may not
be visible from a full frontal view if the lip corners are not visible (e.g., Videos S42).
C. Minimum criteria: the lip corners are pushed medially or the lips are drawn together

medially.
D. Subtle differences between AUs:AU18 and AU12 are mutually exclusive movements

as they move the lip corners in opposing directions. However, AU18 might be confused
with AU12 returning to neutral and vice-versa. Therefore, identifying the neutral position
of the lip corners in a particular individual is important to distinguish these twomovements
and the release of the opposing movement. In addition, with AU18 the lip corners may
appear to be slightly pointing upwards (Fig. S25), which is a false indicator for AU12.
However, in AU18 the lip corners move forward, not towards the ears as it happens in
AU12.

AU18 can also be confused with AU22, since both movements may present some degree
of lip protrusion and wrinkles on both lips. However, the main difference is the shape of
the lips, where in AU18 the protrusion is due to the bunching up of the lips in the medial
area of the mouth, whilst in AU22 the protrusion is due to one or both lips flaring out and
taking a funnel or flattened shape.
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Caution is needed when coding AU18 in bonobos, as the neutral position of the lip
corners is hard to determine in many individuals. Hence, as a minimum criterion to code
this AU, movement of the lip corners or the lip itself moving medially must be observed.

AU22—Lip Funneler
In humans, chimpanzees, and bonobos, AU22—Lip Funneler is produced by the orbicularis
oris muscle to project the lips medially forwards and outwards in a typical funnelled or
flattened shape. In chimpanzees and bonobos, due to the larger size of the lips in comparison
to humans, AU22 is a more conspicuous movement and can have more variation of how
the lips are positioned during this movement. In bonobos and chimpanzees, this AU can
result in circular parting of the lips in the middle, resulting in the exposure of the inner
lip area and often the separation of the lips (which needs the additional code AU25 - Lips
Parted). The mental region is pulled slightly upwards. The vertical lines on the upper lip
deepen during this action in both species. Pronounced actions of this AU are well visible
in bonobos from a frontal view because of the bright lips: a flesh-coloured circle appears
when the lips are funnelled; but it is easy to detect movement from a side view as well, as
the lips are projected forwards (Figs. S26–S29, Videos S43–S48).

In the ChimpFACS, action of AU22 for the top lip only was described, but in our sample
of bonobo videos, funnelling of the upper lip alone was not observed. Instead, we observed
different intensities of AU22 in each lip, so it is possible that bonobos also have the ability
of producing AU22 in only one lip (coded as AU22T for the top lip or AU22B for the
bottom lip). In addition, we observed a higher mobility and flexibility of the lower lip in
bonobos, beyond the funnel/flattened shape described for a typical AU22 described for
humans or chimpanzees. In humans the lower lip is short, and other than the AU22, does
not have a lot of flexibility to curl outwards or extend extensively. In bonobos, the lower
lip is much larger than in humans, being often used to hold and manipulate objects or
food. This differentiated lower lip morphology allows the production of movements that
extend and elongate the lower lip outwards, which we also include as appearance changes
for AU22 (e.g., Fig. S29, Video S48).

AU24—Lip Presser
This AU presses both lips together, causing lip bulging, particularly in the upper lip, and
can only be coded if both lips are together. This action is produced by the orbicularis oris
muscle in both chimpanzees and bonobos. The appearance changes of the AU are the same
in chimpanzees and bonobos, except there seems to be more bulging and less wrinkling
on the lips in bonobos than in chimpanzees (e.g., Figs. S30–S31, Videos S49–S51). The
visibility in bonobos may be slightly better than in chimpanzees because of the contrasting
lip colour.

AU25—Lips Part
Action Unit 25 parts the lips. Part of the teeth, gums and the inner mucosal lip area
may be revealed. These appearance changes were found to be the same in bonobos as in
chimpanzees (e.g., Videos S52–S53). Other AUs often are acting to part the lips (e.g., AU10
and AU16); AU25 is then coded additionally.
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AU26—Jaw Drop
This AU lowers the mandible by relaxation of the jaw musculature. The lips may part,
and if they do, a small space between the upper and lower teeth is visible. The appearance
changes in bonobos are the same as in chimpanzees, and the same cues can be used for
identification (e.g., Fig. S32–S33, Videos S52–S53).

AU27—Mouth Stretch
AU27 actively pulls down themandible, which results in a widemouth opening. Themouth
is elongated vertically. Visually, the only difference between AU26 and AU27 is the degree
of separation of the teeth, where in AU26 there is a small space and in AU27 a large space
between the teeth. Although AU27 describes a larger degree of mouth opening in relation
to AU26, AU27 is mutually exclusive to AU26, as different muscles are involved. Due to the
degree of mouth opening always separating the lips in AU27, it is coded as AU25+AU27.
In addition, although this is mostly not visible, there is more muscular tension around the
mouth and lips which are being stretched, hence the skin might appear smoother around
the lips and lip corners. However, this only becomes visible in high intensity AU27. High
intensity AU26 and low intensity AU27 may be hard to distinguish and only by continued
visualisation of several examples can this discrimination be achieved by coders. All these
appearance changes apply equally to chimpanzees and bonobos (e.g., Figs. S34–S351,
Videos S54–S55).

AU28—Lips Suck
In chimpanzees and bonobos, AU28—Lips Suck have similar appearance changes, with
the main difference being the brighter colour of the lips in bonobos, which makes this
movement more conspicuous (e.g., Figs. S36–S37, Videos S56–S58). This movement in
bonobos seems often to accompanyAU24—Lip Presser, and this AU24+AU28 combination
is described as possible in humans, but it was not reported for chimpanzees. However,
the subtle differences reported in the ChimpFACS between AU24 and AU28 also apply to
bonobos, with bulging of the upper lip being the minimum criterion to code AU24. If both
lip insertion into mouth and bulging are present, AU24+AU28 should be coded together.

AU38—Nostril Dilator and AU39—Nostril Compressor
In humans the nostrils are widened with AU38—Nostril Dilator, or constricted with
AU39—Nostril Compressor, by the action of the nasalis muscle. In the ChimpFACS this
movement is stated as not observed and it was not observed either in Kuchenbuch’s work
(2010), but we found these in the current video sample. Bonobos present a much larger
and more developed nasal region than humans and to some extent chimpanzees, and a
more connected nose to the upper lip. These differences in facial morphology affect the
appearance changes to code AUs. These movements can be subtle movements or very quick
movements, and hence harder to detect than other AUs.
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A. Proposed muscular basis: nasalis.
B. Appearance changes:

1. In AU38, the nostril increases in size (e.g., Video S59), and in AU39 decreases in size
(e.g., Video S60). In AU38/AU39 the nostrils usually change shape or at least the nostril
wings will present some movement.

2. The skin next to the nose and on the nose shield as a whole might move, enlarging,
contracting, projecting forward, or flattening, accompanying each of the respective
movements.
C. Minimum criteria: the nostrils are widened in AU38 and narrowed in AU39.
D. Subtle differences between AUs: caution regarding appearance change 2 is needed,

as movement of the skin around the nose might be due to other AUs pulling the skin
globally in the mouth region (e.g., AU10, AU16). Hence, AU38/AU39 are coded only if the
minimum criterion for each AU is present, i.e., if the movement is clearly originating in the
nostrils or nasal shield. Additionally, these nose AUs may be difficult to detect depending
on the angle and distance of the individual from the camera. Changes in head position
might appear to change the nostril shape. Therefore, if there are head movements that can
change the observed nostril shape or the nasal shield shape, the nose AUs should be coded
only when movement is detected in the nostrils or the nasal shield.

In addition, AU38/AU39 might be hard to code in a side view if the nostrils are not fully
visible.

AU38 is mutually exclusive to AU39 as these are opposite movements.

DISCUSSION
The ChimpFACS Extension for bonobos is the latest AnimalFACS to be developed in
a series of FACS adaptations for animals that currently includes nine systems and four
extensions, covering 21 species (see Table SI4 in Text SI8 for full list). Since FACS allows
precise measure and quantification of facial movements, we will now be able to answer
a wide range of previously unexplored questions. For example, which species are more
facially mobile (e.g., number or duration of AUs, combination of AUs), or which species
use their facial movements flexibly or in line with intentionality criteria (Waller, Correia-
Caeiro & Davila-Ross, 2015; Scheider et al., 2016; Townsend et al., 2016; Mielke et al., 2022;
Correia-Caeiro & Liebal, 2023; Rincon et al., 2023). Another area virtually unexplored so
far is the ontogenetic development of facial behaviour across NHP (Bard et al., 2014;
Liebal, Schneider & Errson-Lembeck, 2019), which now with all apes having their own FACS
adaptation, becomes a possibility.

For our first aim, the anatomical comparisons based on previous published dissections
(Burrows et al., 2006; Diogo, Molnar & Wood, 2017; Diogo et al., 2017;Miller, 1952) and the
examination of bonobos facial morphology demonstrated that the faces of chimpanzees
and bonobos are very similar, and hence, it was expected that a direct application of
ChimpFACS was likely possible. Such approach was taken for some species of the genus
Macaca, in which due to lack of significant differences in facial musculature for a FACS
adaptation (Burrows, Waller & Micheletta, 2016), the MaqFACS originally developed for
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rhesus macaques was extended to Barbary (Julle-Danière et al., 2015), crested (Clark et al.,
2020), and Japanese macaques (Correia-Caeiro, Holmes & Miyabe-Nishiwaki, 2021).

Indeed the inter-reliability process and the application of ChimpFACS to analyse
bonobo videos demonstrated that ChimpFACS can be applied for bonobos, fulfilling
our second aim. In the process of testing the ChimpFACS application for bonobos, we
also documented a few additional AUs, not previously included in the ChimpFACS, but
included in the human FACS namely AU41—Glabella Lowerer and AU7—Lid Tightener,
or in the MaqFACS, namely the three EADs: EAD1—Ears Forward, EAD2—Ears Elevator,
and EAD3—Ears Flattener. AU4 was not included in the ChimpFACS due to absence
of corrugation in the glabella (Vick et al., 2007) which is a minimum criterion to code
this AU. However, AU41—Glabella Lowerer (i.e., lowering the browridge but without
corrugation) was later described in the MaqFACS and respective extensions for the genus
Macaca and also observed in bonobos. Furthermore, in previous studies, brow lowering
has been reported as significantly more frequent in bonobos than chimpanzees (Bard,
Gaspar & Vick, 2011), so it is possible that clear examples of this movement might not have
been detected during the ChimpFACS development. Even though we observed several
clear examples of AU41 in bonobos, inter-rater reliability was still low overall for this AU
(due to variability between coders when coding this AU), which may be due to difficulty
discriminating between AU1+2 and AU41 when these movements are continuous, or
between AU41 and release of AU1+2. Hence, caution is needed when coding AU41, which
is likely only reliable in more optimal viewing conditions.

The current work also found clear examples of AU7—Lid Tightener. This AU was not
included in the ChimpFACS due to lack of contrast around the eye area and difficulty in
having a clear line of sight to the eyelids, eyes, and surrounding skin areas. AU5—Upper
Lid Raiser and AU6—Cheek Raiser were included in the ChimpFACS, but discussed as
difficult AUs to code in chimpanzees for the same reasons as the lack of an AU7, while in
bonobos the enhanced eye region colour contrast and the smaller browridge facilitated the
identification of these three movements. Perhaps due to advancements in technology for
recording equipment nowadays compared to 20 years ago, we were able to identify clear
examples of each of these AUs in our videos. However, as highlighted by the inter-rater
reliability process, these AUs still seemed infrequent or difficult to detect, and not all of
them were reliably coded between all coders. Other AUs, such as AU1+2—Brow Raiser or
AU28—Lips Suck, achieved higher average reliability between all coders in the final coding
round, but presented variation between coders. While it is not clear why this variation
happened, as we still know very little about the learning cognitive mechanisms that take
place during FACS training (i.e., changes in facial behaviour perception from global to local
features), it is possible that thismay be related to number of certifications in AnimalFACS or
experience of coding FACS in general for each coder. Additional factors such as minimum
intensity ofmovement to code anAU, particularly if features are not clearly visible, or degree
of familiarity with the neutral face of an individual may also lead to more disagreement in
specific AUs. Further examples of these AUs and additional descriptions were added to try
to improve the coding process for future coders using ChimpFACS and its Extension for
bonobos. Hence, these AUs and all other AUs with lower inter-rater reliability should only
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be coded cautiously and if possible in ideal visibility situations for FACS coding (e.g., light,
proximity, high definition recording equipment, low movement).

It is possible that the additional movements reported here for bonobos are also present in
chimpanzees, but they may have not been included in the original ChimpFACS for several
reasons, such as for example, lower quality of video recordings or smaller/less diverse
database of videos to sample the AUs from. Hence, the ChimpFACS Extension for bonobos
might be useful when coding chimpanzees. It may also be the case that the movements
observed in bonobos but not in chimpanzees may just be less frequent in the latter and
hence larger/more varied samples of videos are needed. However, we did not measure
frequency or duration of AUs in this work, so future research on chimpanzee and bonobo
facial behaviour using FACS is needed to confirm this. Finally, despite both species being
overall facially similar, small differences such as slightly higher contrast around eyes/mouth
areas and decreased browridge may have facilitated the detection of appearance changes
in bonobos as opposed to chimpanzees. Likewise, these more suitable features for AUs
visibility may also be responsible for the perception that bonobos are more facially mobile.
To better understand all these factors, cross-species comparison studies using FACS are
needed in the future.

An important addition to this ChimpFACS Extension for bonobos that was not included
in the ChimpFACS and will certainly be useful to be applied in chimpanzees, are the EADs.
We found three ear movements in bonobos, similar to what has been found before for
several macaque species (Parr et al., 2010; Correia-Caeiro, Holmes & Miyabe-Nishiwaki,
2021). Although in bonobos EADs seem to not be as frequent or as conspicuous as in
macaques, we found clear examples of these movements. As the ChimpFACS was initially
developed to compare facialmovements between humans and chimpanzees, earmovements
were not needed, and these were only considered as an addition to an AnimalFACS in the
MaqFACS. Hence, the EADs here described, as well as other AUs and ADs not included in
the ChimpFACS, can likely retrospectively be applied to chimpanzees, supplementing the
number of AUs that can be applied to this species as well.

Some comparisons of facial behaviour in chimpanzees and bonobos seem to conclude
that bonobos are more facially mobile than chimpanzees (De Waal, 1988; Bard, Gaspar &
Vick, 2011). In De Waal’s (1988) study, higher frequency of facial behaviours was displayed
by bonobos in sexual behaviour, and by chimpanzees in aggression contexts, but with
bonobos overall having higher number of unique facial behaviours (12) vs. chimpanzees
(6). In Bard, Gaspar & Vick (2011), both quantitative and qualitative measures were taken,
with bonobos displaying more movements with particular AUs. Supporting De Waal
(1988) andWrangham (1993) also suggested that bonobos have less conspicuous agonistic
behaviour compared to other primate species, which could suggest fewer facial movements
overall. Alternatively, it could be that higher number or complexity of facial behaviours
in bonobos compared to chimpanzees, is used to maintain their more tolerant (Samuni,
Langergraber & Surbeck, 2022) and cooperative (Samuni & Surbeck, 2023) societies, leading
to lower agonistic interactions. However, these studies did not apply FACS or lacked
inter-rater reliability, and so the Extension for bonobos can build on this previous work to
better investigate the complexities of facial behaviour in bonobos in agonistic contexts and
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in relation to the species despotic level. In another primate taxon in which the MaqFACS
and its extensions were applied, it was found that the more tolerant species of the genus
(e.g., crested macaques) display a more diverse facial behaviour when compared to less
tolerant species (e.g., Barbary and rhesus macaques) (Rincon et al., 2023). These studies in
different species seem to support facial behaviour complexity (measured with FACS) to be
associated with tolerance.

In a more recent study that used bonobo play faces vs aggressive faces to distinguish
between contexts, showed contradictory evidence to the studies mentioned above, in
which male-male aggression in bonobos was higher than in chimpanzees (Mouginot et al.,
2024). However, as the studies above, this study classified facial behaviour holistically,
which provides less information about potential differences in facial behaviour, such
as for example that play faces might contain different AUs (Waller et al., 2013). Further
comparisons of facial behaviour use between both Pan species are therefore likely needed
to better understand these seemingly conflicting results. One potential reason for these
reported species differences in facial mobility might be that these studies (De Waal, 1988;
Wrangham, 1993; Mouginot et al., 2024) did not specifically examine differences in facial
movement in both species with FACS, and till date no truly comparative and systematic
quantification of facial movements in the Pan genus has been done.

In our third goal, we described 22 AUs in bonobos, which indicates a lower potential
for facial mobility than in humans (30 AUs), but higher than in chimpanzees (17 AUs),
or other apes, namely orangutans (17 AUs) and gibbons (20 AUs). However, these results
do not necessarily suggest that bonobos are more facially mobile than chimpanzees, even
though a larger number of AUs has been described in the current work. As explained above,
other factors are likely responsible for the higher number of facial movements reported
here (see also Correia-Caeiro et al., 2025 for further discussion on this). Furthermore,
it is important to highlight that the FACS only outlines the potentiality for movement,
not its actual occurrence, intensity, complexity, or contextual use. To fully understand
these aspects, FACS must be applied in controlled observational or empirical studies. The
ChimpFACS and the Extension for bonobos thus serve as a standard reference for coding
facial behaviour in both these species, which will enable future detailed and objective
comparisons between species, encompassing not only the occurrence and quantity of AUs,
but also their complexity (e.g., number of AUs in each facial behaviour) and function
(i.e., in which contexts the AUs are produced).

In addition to the questions mentioned above, the ChimpFACS Extension for bonobos
can be used to further explore a vast number of research questions including population
differences (e.g., cultural use of facial behaviours), individual differences (e.g., influence
of sex or personality on facial behaviours), and human influence (e.g., wild vs. human
managed), both at a species, or if in combination with other AnimalFACS, at a comparative
level (e.g., individual differences in bonobos vs chimpanzees).

The ChimpFACS Extension for bonobos provides a valuable opportunity to advance
our understanding on the social behaviour of this less studied ape through one of the most
important but tendentially understudied modalities of communication in this species. This
coding scheme has potential to offer novel insights into bonobo social communication and
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emotional expression, and facilitates comparative studies with humans and other primates
species.

ACKNOWLEDGEMENTS
We thank Friends of Bonobos/Lola Ya Bonobo (http://www.bonobos.org) and Bart Brebels
(http://www.laafsekikkers.be) for authorisation to use their videos. We thank Chiara
Zulberti and Kathrin Kopp for facilitating contact with bonobo experts for collaboration
in this project. For the videos of wild bonobos, we thank the research team of Kokolopori
for their invaluable help with data collection, the Institut Congolais pour la Conservations
de la Nature and the Ministry of Scientific Research and Technology in the DRC for their
permission to work in the Kokolopori Bonobo Reserve and the Bonobo Conservation
Initiative and Vie Sauvage for support.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
Franziska Wegdell and Simon Townsend were funded by the NCCR Evolving Language,
SwCSS NSF Agreement Nr. 1NF40 180888. Publication costs were funded by the Open
Access Publishing Fund of Leipzig University supported by the German Research
Foundation within the program Open Access Publication Funding. The funders had
no role in study design, data collection and analysis, decision to publish, or preparation of
the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
NCCR Evolving Language, SwCSS NSF Agreement: 1NF40 180888.
Open Access Publishing Fund of Leipzig University supported by the German Research
Foundation within the program Open Access Publication Funding.

Competing Interests
The authors declare there are no competing interests.

Author Contributions
• Catia Correia-Caeiro conceived and designed the experiments, performed the
experiments, analyzed the data, prepared figures and/or tables, authored or reviewed
drafts of the article, and approved the final draft.

• Paul Henrik Kuchenbuch conceived and designed the experiments, performed the
experiments, authored or reviewed drafts of the article, and approved the final draft.

• Linda S. Oña performed the experiments, authored or reviewed drafts of the article, and
approved the final draft.

• FranziskaWegdell performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

• Maël Leroux performed the experiments, authored or reviewed drafts of the article, and
approved the final draft.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 26/35

https://peerj.com
http://www.bonobos.org
http://www.laafsekikkers.be
http://dx.doi.org/10.7717/peerj.19484


• André Schuele performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

• Jared Taglialatela performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

• Simon Townsend performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

• Martin Surbeck performed the experiments, authored or reviewed drafts of the article,
and approved the final draft.

• Bridget M. Waller conceived and designed the experiments, authored or reviewed drafts
of the article, and approved the final draft.

• Katja Liebal conceived and designed the experiments, authored or reviewed drafts of the
article, and approved the final draft.

Animal Ethics
The following information was supplied relating to ethical approvals (i.e., approving body
and any reference numbers):

This work was approved by the Ethics Advisory Board of Leipzig University (Ref.
2023.04.06_eb_191). All work undertaken for this manuscript was purely observational.

Field Study Permissions
The following information was supplied relating to field study approvals (i.e., approving
body and any reference numbers):

Ethical permission to collect video data at the Kokolopori Bonobo Reserve was granted
by the Institutional Animal Care and Use Committee at the Faculty of Arts and Sciences
at Harvard University, the Ministry of Research of the Democratic Republic of the
Congo and is in line with the ethical guidelines of the Department of Primatology at the
Max-Planck-Institute for Evolutionary Anthropology. The field video data collection was
conducted non-invasively and adhered to the best practice guidelines for health monitoring
and disease control in great ape populations (Gilardi et al., 2015).

Data Deposition
The following information was supplied regarding data availability:

The data is available in the figshare videos:
Correia-Caeiro, Catia (2025). AU1+2. Videos S1–S6. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044685.v1
Correia-Caeiro, Catia (2025). AU6. Videos S14–S16. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044721.v1
Correia-Caeiro, Catia (2025). AU7. Videos S17–S18. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044727.v1
Correia-Caeiro, Catia (2025). AU9. Videos S20–S22. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044739.v1
Correia-Caeiro, Catia (2025). AU10. Videos S23–S26. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044745.v1
Correia-Caeiro, Catia (2025). AU12. Videos S27–S29. figshare. Media.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 27/35

https://peerj.com
https://doi.org/10.6084/m9.figshare.29044685.v1
https://doi.org/10.6084/m9.figshare.29044685.v1
https://doi.org/10.6084/m9.figshare.29044721.v1
https://doi.org/10.6084/m9.figshare.29044721.v1
https://doi.org/10.6084/m9.figshare.29044727.v1
https://doi.org/10.6084/m9.figshare.29044727.v1
https://doi.org/10.6084/m9.figshare.29044739.v1
https://doi.org/10.6084/m9.figshare.29044739.v1
https://doi.org/10.6084/m9.figshare.29044745.v1
https://doi.org/10.6084/m9.figshare.29044745.v1
http://dx.doi.org/10.7717/peerj.19484


https://doi.org/10.6084/m9.figshare.29044751.v1
Correia-Caeiro, Catia (2025). AU16. Videos S30–S32. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044754.v1
Correia-Caeiro, Catia (2025). AU17. Videos S36–S39. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044760.v1
Correia-Caeiro, Catia (2025). AU18. Videos S40–S42. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044763.v1
Correia-Caeiro, Catia (2025). AD19. Videos S61. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044793.v1
Correia-Caeiro, Catia (2025). AU22. Videos S43–S48. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044769.v1
Correia-Caeiro, Catia (2025). AU24. Videos S49–S51. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044775.v1
Correia-Caeiro, Catia (2025). AU25+26. Videos S52–S53. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044778.v1
Correia-Caeiro, Catia (2025). AU27. Videos S54–S55. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044781.v1
Correia-Caeiro, Catia (2025). AU28. Videos S56–S58. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044784.v1
Correia-Caeiro, Catia (2025). AD30. Videos S62–S63. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044796.v1
Correia-Caeiro, Catia (2025). AD32. Videos S64. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044799.v1
Correia-Caeiro, Catia (2025). AU38 & AU39. Videos S59–S60. figshare. Media.

https://doi.org/10.6084/m9.figshare.29044790.v1
Correia-Caeiro, Catia (2025). AU41. Videos S7–S13. figshare. Media. https://doi.org/10.

6084/m9.figshare.29044697.v1
Correia-Caeiro, Catia (2025). AU45. Video S19. figshare. Media. https://doi.org/10.6084/

m9.figshare.29044736.v1
Correia-Caeiro, Catia (2025). AU160. Videos S33–S35. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044757.v1
Correia-Caeiro, Catia (2025). EADs. Videos S65–S68. figshare. Media. https:

//doi.org/10.6084/m9.figshare.29044802.v1
Correia-Caeiro, Catia (2025). Head and Eye ADs. Videos S69–S70. figshare. Media.

https://doi.org/10.6084/m9.figshare.29044805.v1.

Supplemental Information
Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.19484#supplemental-information.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 28/35

https://peerj.com
https://doi.org/10.6084/m9.figshare.29044751.v1
https://doi.org/10.6084/m9.figshare.29044754.v1
https://doi.org/10.6084/m9.figshare.29044754.v1
https://doi.org/10.6084/m9.figshare.29044760.v1
https://doi.org/10.6084/m9.figshare.29044760.v1
https://doi.org/10.6084/m9.figshare.29044763.v1
https://doi.org/10.6084/m9.figshare.29044763.v1
https://doi.org/10.6084/m9.figshare.29044793.v1
https://doi.org/10.6084/m9.figshare.29044793.v1
https://doi.org/10.6084/m9.figshare.29044769.v1
https://doi.org/10.6084/m9.figshare.29044769.v1
https://doi.org/10.6084/m9.figshare.29044775.v1
https://doi.org/10.6084/m9.figshare.29044775.v1
https://doi.org/10.6084/m9.figshare.29044778.v1
https://doi.org/10.6084/m9.figshare.29044778.v1
https://doi.org/10.6084/m9.figshare.29044781.v1
https://doi.org/10.6084/m9.figshare.29044781.v1
https://doi.org/10.6084/m9.figshare.29044784.v1
https://doi.org/10.6084/m9.figshare.29044784.v1
https://doi.org/10.6084/m9.figshare.29044796.v1
https://doi.org/10.6084/m9.figshare.29044796.v1
https://doi.org/10.6084/m9.figshare.29044799.v1
https://doi.org/10.6084/m9.figshare.29044799.v1
https://doi.org/10.6084/m9.figshare.29044790.v1
https://doi.org/10.6084/m9.figshare.29044697.v1
https://doi.org/10.6084/m9.figshare.29044697.v1
https://doi.org/10.6084/m9.figshare.29044736.v1
https://doi.org/10.6084/m9.figshare.29044736.v1
https://doi.org/10.6084/m9.figshare.29044757.v1
https://doi.org/10.6084/m9.figshare.29044757.v1
https://doi.org/10.6084/m9.figshare.29044802.v1
https://doi.org/10.6084/m9.figshare.29044802.v1
https://doi.org/10.6084/m9.figshare.29044805.v1
http://dx.doi.org/10.7717/peerj.19484#supplemental-information
http://dx.doi.org/10.7717/peerj.19484#supplemental-information
http://dx.doi.org/10.7717/peerj.19484


REFERENCES
Bard KA, Dunbar S, Maguire-Herring V, Veira Y, Hayes KG, McDonald K. 2014.

Gestures and social-emotional communicative development in chimpanzee infants.
American Journal of Primatology 76(1):14–29 DOI 10.1002/ajp.22189.

Bard KA, Gaspar AD, Vick S-J. 2011. Chimpanzee faces under the magnifying glass:
emerging methods reveal cross-species similarities and individuality. In: Weiss
A, King JE, Murray L, eds. Personality and temperament in Nonhuman primates.
Developments in primatology: progress and prospects. New York: Springer, 193–231
DOI 10.1007/978-1-4614-0176-6_8.

Barrett LF, GendronM, Huang Y-M. 2009. Do discrete emotions exist? Philosophical
Psychology 22:427–437 DOI 10.1080/09515080903153634.

Bennett V, GourkowN,Mills DS. 2017. Facial correlates of emotional behaviour in the
domestic cat (Felis catus). Behavioural Processes 141:342–350
DOI 10.1016/j.beproc.2017.03.011.

Bertini M, Annicchiarico G, Bresciani C, Cordoni G, Palagi E. 2022. Playful interactions
and facial mimicry in infant Bonobos (Pan paniscus). Ethology Ecology & Evolution
34:344–359 DOI 10.1080/03949370.2021.1988723.

Bremhorst A, Sutter NA,Würbel H, Mills DS, Riemer S. 2019. Differences in facial
expressions during positive anticipation and frustration in dogs awaiting a reward.
Scientific Reports 9:19312 DOI 10.1038/s41598-019-55714-6.

Burrows AM, Diogo R,Waller BM, Bonar CJ, Liebal K. 2011. Evolution of the muscles
of facial expression in a Monogamous Ape: evaluating the relative influences of eco-
logical and phylogenetic factors in hylobatids. The Anatomical Record 294:645–663
DOI 10.1002/ar.21355.

Burrows AM,Waller BM,Micheletta J. 2016.Mimetic muscles in a despotic Macaque
(Macaca mulatta) differ from those in a closely related tolerant Macaque (M. nigra).
The Anatomical Record 299:1317–1324 DOI 10.1002/ar.23393.

Burrows AM,Waller BM, Parr LA. 2009. Facial musculature in the rhesus macaque
(Macaca mulatta): evolutionary and functional contexts with comparisons to chim-
panzees and humans. Journal of Anatomy 215:320–334
DOI 10.1111/j.1469-7580.2009.01113.x.

Burrows AM,Waller BM, Parr LA, Bonar CJ. 2006.Muscles of facial expression in the
chimpanzee (Pan troglodytes): descriptive, comparative and phylogenetic contexts.
Journal of Anatomy 208:153–167 DOI 10.1111/j.1469-7580.2006.00523.x.

Calder A, Young A, Keane J, DeanM. 2000. Configural information in facial expression
perception. Journal of Experimental Psychology: Human Perception and Performance
26:527–551 DOI 10.1037/0096-1523.26.2.527.

Clark PR,Waller BM, Burrows AM, Julle-Danière E, Agil M, Engelhardt A, Micheletta
J. 2020.Morphological variants of silent bared-teeth displays have different social
interaction outcomes in crested macaques (Macaca nigra). American Journal of
Physical Anthropology 173:411–422 DOI 10.1002/ajpa.24129.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 29/35

https://peerj.com
http://dx.doi.org/10.1002/ajp.22189
http://dx.doi.org/10.1007/978-1-4614-0176-6_8
http://dx.doi.org/10.1080/09515080903153634
http://dx.doi.org/10.1016/j.beproc.2017.03.011
http://dx.doi.org/10.1080/03949370.2021.1988723
http://dx.doi.org/10.1038/s41598-019-55714-6
http://dx.doi.org/10.1002/ar.21355
http://dx.doi.org/10.1002/ar.23393
http://dx.doi.org/10.1111/j.1469-7580.2009.01113.x
http://dx.doi.org/10.1111/j.1469-7580.2006.00523.x
http://dx.doi.org/10.1037/0096-1523.26.2.527
http://dx.doi.org/10.1002/ajpa.24129
http://dx.doi.org/10.7717/peerj.19484


Correia-Caeiro C, Burrows AM,Waller BM. 2017. Development and application of
CatFACS: are human cat adopters influenced by cat facial expressions? Applied
Animal Behaviour Science 189:66–78 DOI 10.1016/j.applanim.2017.01.005.

Correia-Caeiro C, Burrows A,Wilson DA, Abdelrahman A, Miyabe-Nishiwaki T.
2022. CalliFACS: the common marmoset facial action coding system. PLOS ONE
17:e0266442 DOI 10.1371/journal.pone.0266442.

Correia-Caeiro C, Costa R, Hayashi M, Burrows A, Pater J, Miyabe-Nishiwaki
T, Richardson JL, Robbins MM,Waller B, Liebal K. 2025. GorillaFACS: the
facial action coding system for the Gorilla spp. PLOS ONE 20(1):e0308790
DOI 10.1371/journal.pone.0308790.

Correia-Caeiro C, Guo K, Mills DS. 2017. Dogs and humans respond to emotionally
competent stimuli by producing different facial actions. Scientific Reports 7:15525
DOI 10.1038/s41598-017-15091-4.

Correia-Caeiro C, Holmes K, Miyabe-Nishiwaki T. 2021. Extending the MaqFACS to
measure facial movement in Japanese macaques (Macaca fuscata) reveals a wide
repertoire potential. PLOS ONE 16:e0245117 DOI 10.1371/journal.pone.0245117.

Correia-Caeiro C, Liebal K. 2023. Animal communication and sentience. Animal
Sentience 8(33):27 DOI 10.51291/2377-7478.1819.

Correia-Caeiro C,Waller BM, Zimmermann E, Burrows AM, Davila-Ross M. 2013.
OrangFACS: a muscle-based facial movement coding system for orangutans (Pongo
spp.). International Journal of Primatology 34:115–129
DOI 10.1007/s10764-012-9652-x.

Crepaldi F, Rocque F, Dezecache G, Proops L, Davila-Ross M. 2024. Orangutans and
Chimpanzees produce morphologically varied laugh faces in response to the age and
sex of their social partners. Scientific Reports 14:26921
DOI 10.1038/s41598-024-74089-x.

Davila-Ross M, Jesus G, Osborne J, Bard KA. 2015. Chimpanzees (Pan troglodytes)
produce the same types of ‘laugh faces’ when they emit laughter and when they are
silent. PLOS ONE 10(6):e0127337 DOI 10.1371/journal.pone.0127337.

DeWaal FBMD. 1988. The communicative repertoire of captive Bonobos (Pan paniscus),
compared to that of Chimpanzees. Behaviour 106:183–251
DOI 10.1163/156853988X00269.

DeWaal FBM de, Lanting F. 2023. Bonobo: the forgotten ape. Berkeley: University of
California Press.

Diogo R, Molnar JL, Wood B. 2017. Bonobo anatomy reveals stasis and mosaicism in
chimpanzee evolution, and supports Bonobos as the most appropriate extant mode
l for the common ancestor of Chimpanzees and humans. Scientific Reports 7:608
DOI 10.1038/s41598-017-00548-3.

Diogo R, Shearer B, Potau JM, Pastor JF, De Paz FJ, Arias-Martorell J, Turcotte C,
Hammond A, Vereecke E, Vanhoof M, Nauwelaerts S, Wood B. 2017. Head and
neck musculature. In: Diogo R, Shearer B, Potau JM, Pastor JF, De Paz FJ, Arias-
Martorell J, Turcotte C, Hammond A, Vereecke E, Vanhoof M, Nauwelaerts S,
Wood B, eds. Photographic and descriptive musculoskeletal atlas of Bonobos: with notes

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 30/35

https://peerj.com
http://dx.doi.org/10.1016/j.applanim.2017.01.005
http://dx.doi.org/10.1371/journal.pone.0266442
http://dx.doi.org/10.1371/journal.pone.0308790
http://dx.doi.org/10.1038/s41598-017-15091-4
http://dx.doi.org/10.1371/journal.pone.0245117
http://dx.doi.org/10.51291/2377-7478.1819
http://dx.doi.org/10.1007/s10764-012-9652-x
http://dx.doi.org/10.1038/s41598-024-74089-x
http://dx.doi.org/10.1371/journal.pone.0127337
http://dx.doi.org/10.1163/156853988X00269
http://dx.doi.org/10.1038/s41598-017-00548-3
http://dx.doi.org/10.7717/peerj.19484


on the weight, attachments, variations, and innervation of the muscles and comparisons
with common Chimpanzees and humans. Cham: Springer International Publishing,
5–47 DOI 10.1007/978-3-319-54106-8_2.

Dobson SD. 2009a. Allometry of facial mobility in anthropoid primates: implications
for the evolution of facial expression. American Journal of Physical Anthropology
138:70–81 DOI 10.1002/ajpa.20902.

Dobson SD. 2009b. Socioecological correlates of facial mobility in nonhuman anthro-
poids. American Journal of Physical Anthropology 139:413–420
DOI 10.1002/ajpa.21007.

Ekman P, FriesenWV. 1978. Facial coding action system (FACS): a technique for the
measurement of facial actions. Palo Alto: Consulting Psychologists Press.

Ekman P, FriesenWV. 1982. Felt, false, and miserable smiles. Journal of Nonverbal
Behavior 6:238–252 DOI 10.1007/BF00987191.

Ekman P, FriesenWV, Hager JC. 2002a. Facial action coding system (FACS): manual.
Salt Lake City: Research Nexus.

Ekman P, FriesenWV, Hager JC. 2002b. FACS investigator’s guide. Salt Lake City:
Research Nexus.

Florkiewicz BN, Oña LS, Oña L, Campbell MW. 2024. Primate socio-ecology shapes
the evolution of distinctive facial repertoires. Journal of Comparative Psychology
138:32–44 DOI 10.1037/com0000350.

Florkiewicz B, Skollar G, Reichard UH. 2018. Facial expressions and pair bonds in hylo-
batids. American Journal of Physical Anthropology 167:108–123
DOI 10.1002/ajpa.23608.

Furuichi T. 2019. Bonobo and Chimpanzee: the lessons of social coexistence. Singapore:
Springer.

Gaspar A. 2001. Facial behavior in pan and homo: contribution to the evolutionary
study of facial expressions/Comportamento Facial em Pan e Homo: contribuição
para o Estudo Evolutivo das Expressões Faciais. Doctoral dissertation Thesis, Lisboa:
Faculdade de Ciências Sociais e Humanas, Universidade Nova de Lisboa.

Gaspar A. 2006. Universals and individuality in facial behavior—past and future of an
evolutionary perspective. Acta Ethologica 9:1–14 DOI 10.1007/s10211-006-0010-x.

Gaspar A, Esteves F, Arriaga P. 2014. On prototypical facial expressions versus
variation in facial behavior: what have we learned on the visibility of emotions
from measuring facial actions in humans and apes. In: Pina M, Gontier N, eds.
The evolution of social communication in primates: a multidisciplinary approach.
Interdisciplinary evolution research. Cham: Springer International Publishing,
101–126 DOI 10.1007/978-3-319-02669-5_6.

Gilardi KV, Gillespie TR, Leendertz FH, Macfie EJ, Travis DA,Whittier CA,
Williamson EA. 2015. Best practice guidelines for health monitoring and disease
control in great ape populations. Occasional Papers of the IUCN Species Survival
Commission. Gland: IUCN, 56. Available at https://portals.iucn.org/library/sites/
library/files/documents/ssc-op-056.pdf .

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 31/35

https://peerj.com
http://dx.doi.org/10.1007/978-3-319-54106-8_2
http://dx.doi.org/10.1002/ajpa.20902
http://dx.doi.org/10.1002/ajpa.21007
http://dx.doi.org/10.1007/BF00987191
http://dx.doi.org/10.1037/com0000350
http://dx.doi.org/10.1002/ajpa.23608
http://dx.doi.org/10.1007/s10211-006-0010-x
http://dx.doi.org/10.1007/978-3-319-02669-5_6
https://portals.iucn.org/library/sites/library/files/documents/ssc-op-056.pdf
https://portals.iucn.org/library/sites/library/files/documents/ssc-op-056.pdf
http://dx.doi.org/10.7717/peerj.19484


Humphrey T, Proops L, Forman J, Spooner R, McComb K. 2020. The role of cat eye
narrowing movements in cat–human communication. Scientific Reports 10:16503
DOI 10.1038/s41598-020-73426-0.

HurM-S. 2018. Anatomical features of the incisivus labii superioris muscle and its
relationships with the upper mucolabial fold, labial glands, and modiolar area.
Scientific Reports 8:12879 DOI 10.1038/s41598-018-31334-4.

IUCN, ICCN. 2012. Bonobo (Pan paniscus) conservation strategy, 2012–2022. Gland,
Switzerland: IUCN/SSC Primate Specialist Group & Institut Congolais pour la
Conservation de la Nature..

Iwanaga J, Watanabe K, Kikuta S, Hirasaki E, Yamaki K-I, Bohm Jr RP, Dumont
AS, Tubbs RS. 2021. Anatomical study of the incisivus labii superioris and in-
ferioris muscles in non-human primates. The Anatomical Record 304:366–371
DOI 10.1002/ar.24406.

Julle-Danière É, Micheletta J, Whitehouse J, Joly M, Gass C, Burrows AM,Waller
BM. 2015.MaqFACS (Macaque Facial Action Coding System) can be used to
document facial movements in Barbary macaques (Macaca sylvanus). PeerJ 3:e1248
DOI 10.7717/peerj.1248.

Kavanagh E, Kimock C,Whitehouse J, Micheletta J, Waller BM. 2022. Revisiting
Darwin’s comparisons between human and non-human primate facial signals.
Evolutionary Human Sciences 4:e27 DOI 10.1017/ehs.2022.26.

Kret ME, Massen JJM, DeWaal FBM. 2022.My fear is not, and never will be,
your fear: on emotions and feelings in animals. Affective Science 3:182–189
DOI 10.1007/s42761-021-00099-x.

Kret ME, Prochazkova E, Sterck EHM, Clay Z. 2020. Emotional expressions in human
and non-human great apes. Neuroscience & Biobehavioral Reviews 115:378–395
DOI 10.1016/j.neubiorev.2020.01.027.

Kuchenbuch P. 2010. Facial behaviour in a group of captive Bonobos (Pan paniscus)—
application of a new methodological approach (ChimpFACS). MS.C. Dissertation
Thesis, Freien Universität Berlin, Berlin, Germany.

Leavens DA, HopkinsWD, Thomas RK. 2004. Referential communication by Chim-
panzees (Pan troglodytes). Journal of Comparative Psychology 118(1):48–57
DOI 10.1037/0735-7036.118.1.48.

Lehmann J, Boesch C. 2004. To fission or to fusion: effects of community size on wild
chimpanzee (Pan troglodytes verus) social organisation. Behavioral Ecology and
Sociobiology 56:207–216 DOI 10.1007/s00265-004-0781-x.

LembeckM. 2015. Parenting behaviour in the first year of life: a cross-species compar-
ison of humans, Chimpanzees, Bonobos and Gibbons. Ph.D. Dissertation Thesis,
Freie Universität Berlin, Berlin, Germany.

Liebal K, Schneider C, Errson-LembeckM. 2019.How primates acquire their ges-
tures: evaluating current theories and evidence. Animal Cognition 22:473–486
DOI 10.1007/s10071-018-1187-x.

Liebal K,Waller BM, Slocombe KE, Burrows AM. 2014. Primate communication: a
multimodal approach. Cambridge: Cambridge University Press.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 32/35

https://peerj.com
http://dx.doi.org/10.1038/s41598-020-73426-0
http://dx.doi.org/10.1038/s41598-018-31334-4
http://dx.doi.org/10.1002/ar.24406
http://dx.doi.org/10.7717/peerj.1248
http://dx.doi.org/10.1017/ehs.2022.26
http://dx.doi.org/10.1007/s42761-021-00099-x
http://dx.doi.org/10.1016/j.neubiorev.2020.01.027
http://dx.doi.org/10.1037/0735-7036.118.1.48
http://dx.doi.org/10.1007/s00265-004-0781-x
http://dx.doi.org/10.1007/s10071-018-1187-x
http://dx.doi.org/10.7717/peerj.19484


Llewelyn H, Kiddie J. 2022. Can a facial action coding system (CatFACS) be used to
determine the welfare state of cats with cerebellar hypoplasia? Veterinary Record
190:e1079 DOI 10.1002/vetr.1079.

Majeed R. 2022. Does the problem of variability justify Barrett’s emotion revolution? Re-
view of Philosophy and Psychology 14(4):1421–1441 DOI 10.1007/s13164-022-00650-0.

Mielke A,Waller BM, Pérez C, Rincon AV, Duboscq J, Micheletta J. 2022. NetFACS:
using network science to understand facial communication systems. Behavior
Research Methods 54:1912–1927 DOI 10.3758/s13428-021-01692-5.

Miller RA. 1952. The musculature of Pan paniscus. American Journal of Anatomy
91:183–232 DOI 10.1002/aja.1000910202.

Mouginot M,WilsonML, Desai N, SurbeckM. 2024. Differences in expression of male
aggression between wild Bonobos and Chimpanzees. Current Biology 34:1780–1785
DOI 10.1016/j.cub.2024.02.071.

Oster H. 2005. The repertoire of infant facial expressions: an ontogenetic perspective. In:
Nadel J, Muir D, eds. Emotional development: recent research advances. New York:
Oxford University Press, 261–292.

Palagi E. 2006. Social play in Bonobos (Pan paniscus) and Chimpanzees (Pan
troglodytes): implications for natural social systems and interindividual relation-
ships. American Journal of Physical Anthropology 129:418–426
DOI 10.1002/ajpa.20289.

Palagi E. 2008. Sharing the motivation to play: the use of signals in adult Bonobos.
Animal Behaviour 75:887–896 DOI 10.1016/j.anbehav.2007.07.016.

Palagi E, Bertini M, Annicchiarico G, Cordoni G. 2020.Mirror replication of sexual
facial expressions increases the success of sexual contacts in Bonobos. Scientific
Reports 10:18979 DOI 10.1038/s41598-020-75790-3.

Palagi E, Paoli T. 2007. Play in adult Bonobos (Pan paniscus): modality and po-
tential meaning. American Journal of Physical Anthropology 134:219–225
DOI 10.1002/ajpa.20657.

Parr LA,Waller BM, Burrows AM, Gothard KM, Vick SJ. 2010. Brief communication:
MaqFACS: a muscle-based facial movement coding system for the rhesus macaque.
American Journal of Physical Anthropology 143:625–630 DOI 10.1002/ajpa.21401.

Patterson T. 1979. The behavior of a group of captive pygmy Chimpanzees (Pan
paniscus). Primates 20:341–354 DOI 10.1007/BF02373388.

Pollick AS, DeWaal FBM. 2007. Ape gestures and language evolution. Proceedings of
the National Academy of Sciences of the United States of America 104:8184–8189
DOI 10.1073/pnas.0702624104.

Rincon AV,Waller BM, Duboscq J, Mielke A, Pérez C, Clark PR, Micheletta J. 2023.
Higher social tolerance is associated with more complex facial behavior in macaques.
ELife 12:RP87008 DOI 10.7554/eLife.87008.2.

Rosati AG, Hare B. 2013. Chimpanzees and Bonobos exhibit emotional responses to
decision outcomes. PLOS ONE 8:e63058 DOI 10.1371/journal.pone.0063058.

Samuni L, Langergraber KE, SurbeckMH. 2022. Characterization of Pan social systems
reveals in-group/out-group distinction and out-group tolerance in Bonobos.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 33/35

https://peerj.com
http://dx.doi.org/10.1002/vetr.1079
http://dx.doi.org/10.1007/s13164-022-00650-0
http://dx.doi.org/10.3758/s13428-021-01692-5
http://dx.doi.org/10.1002/aja.1000910202
http://dx.doi.org/10.1016/j.cub.2024.02.071
http://dx.doi.org/10.1002/ajpa.20289
http://dx.doi.org/10.1016/j.anbehav.2007.07.016
http://dx.doi.org/10.1038/s41598-020-75790-3
http://dx.doi.org/10.1002/ajpa.20657
http://dx.doi.org/10.1002/ajpa.21401
http://dx.doi.org/10.1007/BF02373388
http://dx.doi.org/10.1073/pnas.0702624104
http://dx.doi.org/10.7554/eLife.87008.2
http://dx.doi.org/10.1371/journal.pone.0063058
http://dx.doi.org/10.7717/peerj.19484


Proceedings of the National Academy of Sciences of the United States of America
119:e2201122119 DOI 10.1073/pnas.2201122119.

Samuni L, SurbeckM. 2023. Cooperation across social borders in Bonobos. Science
382:805–809 DOI 10.1126/science.adg0844.

Savage-Rumbaugh ES,Wilkerson BJ. 1978. Socio-sexual behavior in Pan paniscus
and Pan troglodytes: a comparative study. Journal of Human Evolution 7:327–IN6
DOI 10.1016/S0047-2484(78)80074-8.

Scheider L, Waller BM, Oña L, Burrows AM, Liebal K. 2016. Social use of facial expres-
sions in hylobatids. PLOS ONE 11:e0151733 DOI 10.1371/journal.pone.0151733.

Stanford CB. 1998. The social behavior of Chimpanzees and Bonobos: empir-
ical evidence and shifting assumptions. Current Anthropology 39:399–420
DOI 10.1086/204757.

SurbeckM, Hohmann G. 2013. Intersexual dominance relationships and the influence
of leverage on the outcome of conflicts in wild Bonobos (Pan paniscus). Behavioral
Ecology and Sociobiology 67:1767–1780 DOI 10.1007/s00265-013-1584-8.

Townsend SW, Koski SE, Byrne RW, Slocombe KE, Bickel B, Boeckle M, Braga Goncalves
I, Burkart JM, Flower T, Gaunet F, Glock HJ, Gruber T, Jansen DAWAM, Liebal K,
Linke A, Miklósi Á, Moore R, Van Schaik CP, Stoll S, Vail A, Waller BM,WildM,
Zuberbühler K, Manser MB. 2016. Exorcising Grice’s ghost: an empirical approach
to studying intentional communication in animals: intentional communication in
animals. Biological Reviews 92(3):1427–1433 DOI 10.1111/brv.12289.

Vick SJ, Waller BM, Parr LA, Pasqualini MCS, Bard KA. 2007. A cross-species com-
parison of facial morphology and movement in humans and Chimpanzees using
the facial action coding system (FACS). Journal of Nonverbal Behavior 31:1–20
DOI 10.1007/s10919-006-0017-z.

Vlaeyen JMR, Heesen R, Kret ME, Clay Z, Bionda T, Kim Y. 2022. Bared-teeth displays
in Bonobos (Pan paniscus): an assessment of the power asymmetry hypothesis.
American Journal of Primatology 84:e23419 DOI 10.1002/ajp.23419.

Waller BM, Correia-Caeiro C, Davila-Ross M. 2015. Orangutans modify facial displays
depending on recipient attention. PeerJ 3:e827 DOI 10.7717/peerj.827.

Waller BM, Julle-Daniere E, Micheletta J. 2020.Measuring the evolution of facial
‘expression’ using multi-species FACS. Neuroscience & Biobehavioral Reviews
113:1–11 DOI 10.1016/j.neubiorev.2020.02.031.

Waller BM, LembeckM, Kuchenbuch P, Burrows AM, Liebal K. 2012. GibbonFACS: a
muscle-based facial movement coding system for hylobatids. International Journal of
Primatology 33:809–821 DOI 10.1007/s10764-012-9611-6.

Waller BM, Parr LA, Gothard KM, Burrows AM, Fuglevand AJ. 2008.Mapping the
contribution of single muscles to facial movements in the rhesus macaque. Physiology
& Behavior 95:93–100 DOI 10.1016/j.physbeh.2008.05.002.

Waller BM, Peirce K, Correia-Caeiro C, Scheider L, Burrows AM,McCune S, Kaminski
J. 2013. Paedomorphic facial expressions give dogs a selective advantage. PLOS ONE
8:e82686 DOI 10.1371/journal.pone.0082686.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 34/35

https://peerj.com
http://dx.doi.org/10.1073/pnas.2201122119
http://dx.doi.org/10.1126/science.adg0844
http://dx.doi.org/10.1016/S0047-2484(78)80074-8
http://dx.doi.org/10.1371/journal.pone.0151733
http://dx.doi.org/10.1086/204757
http://dx.doi.org/10.1007/s00265-013-1584-8
http://dx.doi.org/10.1111/brv.12289
http://dx.doi.org/10.1007/s10919-006-0017-z
http://dx.doi.org/10.1002/ajp.23419
http://dx.doi.org/10.7717/peerj.827
http://dx.doi.org/10.1016/j.neubiorev.2020.02.031
http://dx.doi.org/10.1007/s10764-012-9611-6
http://dx.doi.org/10.1016/j.physbeh.2008.05.002
http://dx.doi.org/10.1371/journal.pone.0082686
http://dx.doi.org/10.7717/peerj.19484


Waller BM, Vick S-J, Parr LA, Bard KA, Pasqualini MCS, Gothard KM, Fugle-
vand AJ. 2006. Intramuscular electrical stimulation of facial muscles in hu-
mans and Chimpanzees: Duchenne revisited and extended. Emotion 6:367–382
DOI 10.1037/1528-3542.6.3.367.

Wathan J, Burrows AM,Waller BM,McComb K. 2015. EquiFACS: the equine facial
action coding system. PLOS ONE 10:e0131738 DOI 10.1371/journal.pone.0131738.

Wrangham RW. 1993. The evolution of sexuality in Chimpanzees and Bonobos. Human
Nature 4:47–79 DOI 10.1007/BF02734089.

Correia-Caeiro et al. (2025), PeerJ, DOI 10.7717/peerj.19484 35/35

https://peerj.com
http://dx.doi.org/10.1037/1528-3542.6.3.367
http://dx.doi.org/10.1371/journal.pone.0131738
http://dx.doi.org/10.1007/BF02734089
http://dx.doi.org/10.7717/peerj.19484

