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Smiling underwater: Exploring playful signals
and rapid mimicry in bottlenose dolphins

Veronica Maglieri,! Federica Vantaggio,' Cristina Pilenga,” Martin Bdye,® Alban Lemasson,** Livio Favaro,®’*
and Elisabetta Palagi’-87-*

SUMMARY

Play is a widespread behavior present in phylogenetically distant taxa that, in its social form, relies on com-
plex communication. Playful communication has been largely neglected in marine mammals. We focus on
playful visual communication in bottlenose dolphins. The open mouth (OM) display was mainly emitted
during social than during solitary play and occurred more frequently when the sender was in the receiver’s
field of view, suggesting that animals are attentive to the playmate’s attentional state. Detecting an OM
evoked the same facial display in the receiver, a result that strikingly matches with those obtained on
cooperative social primates and carnivores. It is difficult to know whether such similarities derive from
shared evolutionary pathways (homology) or from evolutionary convergence (homoplasy), as both have
been suggested for play behavior. The pervasive presence of OM and rapid mimicry in the mammal phylo-
genetic tree indicates the relevance of visual mechanisms in shaping complex communication.

hominem non expavescit ut alienum, obviam navigiis venit, adludit exultans, certat etiam et quamvis plena praeterit vela Pliny
the Elder’

INTRODUCTION

Play is a widespread behavior present in phylogenetically distant taxa, with data available both for invertebrates” ™ and vertebrates.” For this
reason, play is considered a polyphyletic behavioral trait for which we need to distinguish between origins and current functions.” Despite its
broad distribution, the definition of play has always been challenging. Burghardt” suggested some criteria that a behavior must fulfill to be
recognized as free play. The behavior must not have any obvious and immediate function, it must be spontaneous and autotelic, it must
contain incomplete, exaggerated, and modified patterns that can be repeated in a non-stereotyped way. Finally, play occurs when subjects
do not suffer acute stress.”'” There are different kinds of play according to (i) the use of motor patterns (e.g., running, somersaulting, and
pirouetting), (i) the number of players (e.g., solitary or social play), and (iii) the presence of objects (e.g., object play manipulation).”'
From a cognitive viewpoint, managing a social play session requires complex communicative abilities (e.g., self-handicapping, role-
reversal, and visual signal processing), especially when the session is punctuated by motor patterns borrowed from an agonistic domain.'?
For this reason, fine-tuned communication is the key for a social play session not to degenerate into real aggression.” To explain the evolution
of signals, Tinbergen'® proposed the ritualization theory. According to this theory, signals evolve from specific functional behaviors by devel-
oping highly stereotyped motor actions that better serve their new functions. During the ritualization process, functional behaviors (ordinary
precursor behaviors) are removed from their original context and transformed into extraordinary, derived behaviors to convey a message to
the receiver. Following Tinbergen’s theory, it is broadly accepted by the scientific community that the origin of the open mouth derives from a
process of ritualization resulting from the modification of the biting action.”'*' This process would have deconstructed the entire biting
sequence, causing the loss of the actual contact part and leaving only the preparatory phase, that is, the ritualized version of the intention
to bite (open mouth, OM). The relaxed open mouth of several social carnivores,'”?*~* the play face of monkeys,”*?° and laughter in humans
and great apes”’ are all visual ritualized signals that have an essential role in communicating the playful mood of the interacting subjects.
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Figure 1. Being IN or OUT of the field of view of the playmate

Scheme illustrating the visual field (120°) of bottlenose dolphin.*”** The left part of the figure represents the position of the sender when it is in the field of view
(green area) of the receiver. The right part of the figure represents the position of the sender when it is out of the field of view (red area) of the receiver. According
to the position of the sender with respect to the receiver the stimulus can be classified as detected or not detected. Drawings by Fosca Mastrandrea.

Relaxed open mouths and play faces often involve mimicry that includes the automatic and very fast replication of others’ facial expressions
(i.e., rapid facial mimicry, RFM?/). In humans, reactions start within the first 500 ms after the perception of the stimulus, indicating that facial
mimicry is outside of conscious awareness and voluntary control.”® Therefore, RFM can be defined as a reflex reaction.”” By following the same
criterion already used for humans, RFM has been explored and demonstrated in several non-human mammals, and it has a role in improving
motor synchronization between playmates.”’ RFM is a valuable measure to assess the automatic ability to share the same mood as the original
emitter (i.e., emotional contagion).?’o'31

Although several studies have investigated play and its communicative modules in terrestrial mammal species,” marine mammals remain
largely neglected.*

The "anatomical smile”, the frontal eyes, the round head, and their propensity to play are all features that make dolphins one of the most
popular species.* The propensity to play, in particular, makes the bottlenose dolphin (Tursiops truncatus) an ideal model for investigating
playful communication. Bottlenose dolphins are extremely playful at all ages,**® and regardless of their age, they often engage in locomo-
tor/acrobatic, object, and social play. Aerial performances (e.g., leaps, breach, flips‘%), percussive behaviors (e.g., striking the water surface
with the tail flukes®), and playing with natural/artificial waves (surfing play®’) are only a few examples of locomotor/acrobatic solitary play.
Moreover, bottlenose dolphins often play with simple and floating objects, which can have a natural (e.g., sponges, corals, sticks, and bubble
rings) or anthropic origin (e.g., plastic bags and floating buoys).”’*? Importantly, bottlenose dolphin playfulness is also social, since aerial,
acrobatic, and object play are frequently performed with groupmates and, under human care, animals spontaneously produce them with
no need for reinforcement by trainers.”** Bottlenose dolphins start playing socially in the first weeks of life.*>"" The mother is the first play-
mate and then the calf expands its social network and starts playing with other conspecifics, preferring unrelated companions of similar
age.

Despite the human perception of their “anatomical smile” as a friendly feature,” the role of facial communication in managing playful
encounters remains unexplored in dolphins, although there is evidence that they rely on the visual sensory modality in their social life.**™*
Here, by recording the free activities (outside the training and feeding sessions) of captive bottlenose dolphins, we explore the presence
and possible functions of open mouth display (OM) during solitary, interspecific (human-dolphin), and intraspecific free play (spontaneously
evoked according to the second Burghardt's criterion,”) by testing the following hypotheses.

Hypothesis 1

If OM is a signal mediating playful interactions, we expect it to occur more often during inter- and intra-specific social play than solitary free
play (prediction 1). Indeed, the signal optimization theory predicts that specific signal features have evolved to maximize the probability of
success in modifying receivers’ behavior.”” For example, when the subjects interact at a close distance, the possibility of detecting subtle vi-
sual cues enhances the use of facial expressions whose emission needs to be adjusted by the sender to increase detection probability.”’*?
Therefore, we expect OMs (Video S1, S2, S3, and S4) to be produced by the dolphins when the sender is in the field of view of the potential
receiver (prediction 2) (Figure 1) compared to the other two patterns, which are similar in the mouth motor execution: rostrum touch and
attempt to play bite. During a rostrum touch (RT), the animal touches with its rostrum on a part of the conspecific's body or an object with
either open or closed mouth (Table S2, Video S5; Figure S1). During an attempt to play bite (BiTe), a dolphin rapidly opens and closes its
mouth while lunging at the partner trying to reach its body (Video Sé, Figure S1).
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Hypothesis 2

If, as it occurs in humans and other mammals,®’ OM can rapidly evoke a mimicry response in the playmate RFM, we expect receivers to engage
in an OM within 1 s after detecting the triggering stimulus compared to a control condition (playing but not detecting the OM emitted by the
playmate) (prediction 3).

RESULTS

Descriptive results

We extracted 837 free play sessions from 80 h of videos spread over 60 working days. The videos included 22 subjects belonging to four social
groups (Table S1): 79 locomotor/acrobatic solitary play sessions, 398 social interspecific, and 360 social intraspecific sessions. On a total of 567
play biting events only 25 were directed to the area expanding from the rostrum to the anterior part of the pectoral fin (4.41%). Since a dyad of
particularly playful subjects (Indie, Zeus) was over-represented in our sample (about 50% on the total), with the aid of randomization software
(https://www.randomizer.org/) we randomly reduced about the 50% of data points relative to that specific dyad to cope with a possible
pseudo-replication of the data thus obtaining 65 locomotor/acrobatic solitary play sessions (spread over 25 days by 18 subjects), 240 social
interspecific (spread over 37 days by 21 subjects), and 185 social intraspecific dyadic sessions (spread over 30 days by 17 subjects).

The patterns recorded during the study period are shown in Table S2. We recorded a total of 1,288 OM events from 17 subjects during
both inter- and intraspecific social play (only 1 OM was performed during solitary play). To cope with a possible pseudo-replication of the
dataset, we randomly reduced the sample to test prediction 2, obtaining 157 OM (spread over 27 days by 15 subjects), 75 RT (spread over
19 days by 12 subjects), and 99 BT (spread over 22 days by 15 subjects). The same procedure was also applied to test prediction 3, obtaining
224 OM events (spread over 30 days by 16 subjects).

Contrary to real fighting, during play each subject allows the playmate to counterattack with the consequence that patterns such as
chasing/fleeing, biting, and tail slapping can be expressed by players throughout the entire session, thus making this activity highly bidirec-
tional. The OMs were never accompanied by “violent vertical head motions” as described by overstrom™ (p. 102) during aggressive encoun-
ters. Although we observed only 15 highly directional aggressive interactions (charging/fleeing, violent head hitting), during such events we
never recorded any OM from either the aggressor or the victim. Jaw claps have been reported to be common during real aggression. During a
jaw clap, dolphins can generate loud sounds by rapidly snapping their jaws shut. This action produces an acoustic signal that can travel over
great distances®” (p. 40), “dolphin(s) may open and shut jaw(s) rapidly, directed at a dolphin(s). We only observed two jaw clap events (one
during intra- and one during inter-specific social play), and they were never associated with OM. OMs were never observed during relaxing
periods (e.g., parallel swimming or upside-down swimming).

Prediction 1

The type of play affected the number of OMs emitted (GLMM with Poisson error distribution, full # control model, likelihood ratio test [LRT]:
%2 = 129.000, df = 4, p < 0.001). OM was less frequent during solitary play compared to interspecific (Tukey test: t-ratio = —2.84; df = inf;
p =0.011) and intraspecific social play (t-ratio = —4.552; df = inf, p < 0.001) (Figure S2). Moreover, OM was more frequent during intraspecific
(92.3% of cases) than interspecific social play (t-ratio = —7.899; df = inf, p < 0.001; Table 1).

Prediction 2

During the intra-specific play, the type of display (OM, RT, and BT) had a significant effect on the probability of being emitted in/out of the
receiver's field of view (GLMM with binomial error distribution, full # control model, LRT: x2 = 49.172, df =4, p <0.001, Table 1). OM was more
frequently performed in the visual field of the receiver compared to RT (Tukey test: t-ratio = —4.884; df = inf; p < 0.001), and BT (t-ratio =
—6.082; df = inf; p < 0.001). No differences were found between RT and BT (t-ratio = —1.037; df = inf, p = 0.554) (Figure 2). The 89.17% of
OMs were emitted in the visual field of the receiver.

Prediction 3

We never recorded two subsequent OMs from the same subject within 1s, which is the time gap within which (by definition) an OM reply from
the receiver can occur. During the intra-specific play, the possibility of detecting the OM stimulus affected the probability of OM replication by
the receiver (GLMM with binomial error distribution, full # control model, LRT: 2 = 11.384, df = 1, p < 0.001; Table 1; Figure 3) that was 13
times (odds ratio = 13.142) higher in the case of visual detection than in non-detection of the stimulus. On a total of 199 OM events perceived
by the receiver, the cases of OM replication were 66 (33.16%); on a total of 25 OM events not visually detected, OM was replicated only in one
case (4%).

DISCUSSION

Since ancient times, humans have always been attracted to dolphins. In the Naturalis Historia 1, the first encyclopedia of the world, we can find
a story about the friendship between a boy and a dolphin (Book 09, paragraph 01-28). As a whole, the key to such empathic attraction mainly
resides in the friendly appearance of these “smiling” animals** (p. 69). However, facial communication has not been systematically explored in
dolphins, although their visual acuity does not hinder their reliance on this sensory modality®® to navigate their social’**®* and physical
world.*”**” Due to their limited facial muscle movements,” the study of facial expressions in dolphins is obviously challenging.® Here, we
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Table 1. Estimated parameters (Coeff), standard error (SE), and results of the likelihood ratio tests (%2 of the models

Fixed Effects Coeff SE %2 df P

Prediction 1 (GLMM) — OM is performed more during social play sessions (supported)

Intercept —4.425 1.071 N/A N/A N/A

Tested variables
Sex sender 0.253 0.316 0.642 1 0.423
Age sender —0.015 0.015 0.950 1 0.330
Type of Play - - 76.927 2 <0.001
Type of Play nrersreciFic) 2.927 1.018 - - -
Type of Play nTraspeciFic 4.626 1.016

Control variables
Duration 0.015 0.001 250.551 1 <0.001
Group - - 1.528 3 0.674
Groupyz) —0.284 0.506 - - -
Groupyz —-0.187 0.842 - - -
Groupyg) 0.249 0.328 - - -
Time slot - - 13.844 7 0.054
Time slotyo.11) —0.292 0.178 - - -
Time sloty1.12 -0.134 0.180 - - -
Time slotyy2.13) 0.277 0.180 - - -
Time slotyy3.14) 0.211 0.204 - - -
Time slotyy4.15) -0.189 0.185 - - -
Time slotyys_1¢) 0.208 0.336 - - -
Time slotpe.17) —0.084 0.422 - - -

Nsessions = 490, Neender = 23, Ndates = 48, Variance for the random factors: IDpgjayer1 = 0.185 £ 0.430 SD, Dates = 0.204 £ 0.451SD

Prediction 2 (GLMM) — OM is performed more in the receiver’s field of view (supported)

Intercept —0.460 0.452 N/A N/A N/A

Tested variables
Sex sender —0.509 0.408 1.559 1 0.212
Age sender 0.016 0.017 0.888 1 0.346
Type of display - - 39.756 2 <0.001
Type of displayrostrum ToucH 0.343 0.331 - - -
Type of displayopen MouTH 2.144 0.353 - - -

Control variable
Group — — 6.444 2 0.040
Groupyy -1.399 1.348 - - -
Groupyg) 0.743 0.366 - - -
Time slot - - 7.858 7 0.345
Time slotyyo.11) —0.183 0.521 - - -
Time slotyy1.12) —0.882 0.539 - - -
Time slotjy2.13) -0.075 0.512 - - -
Time slotyy3.14) 0.022 0.553 - - -
Time slotjy4.15) 0.471 0.543 - - -
Time slotyys.1¢) 0.396 0.515 - - -
Time slotjy.17) —0.078 0.661 - - -

Naisplays = 331, Nsender = 17, Naates = 33, Variance for the random factors: IDpjayert = 1.657¢ 8+1.287e*SD, Date = 3.101e'? + 1.761e °SD
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Table 1. Continued

Fixed Effects Coeff SE %2 df P

Prediction 3 (GLMM) — Presence of Rapid Facial Mimicry (supported)

Intercept —1.899 1.136 N/A N/A N/A

Tested variable
Stimulus detection 2.576 1.058 5.930 1 0.015

Control variables
Age sender 0.015 0.024 0.393 1 0.531
Age receiver —0.044 0.032 1.937 1 0.164
Sex sender —0.029 0.614 0.002 1 0.962
Sex receiver 0.252 0.580 0.183 1 0.669
Group - - 7.965 2 0.019
Groupyz —-0.252 1.244¢° - - -
Groupyg) —1.374 0.87 - - -
Time slot - - 6.146 7 0.523
Time slot{10-11am) —1.338 0.622 - - -
Time sloty1-12am) —0.550 0.609 - - -
Time slot12am-01am) —0.747 0.592 - - -
Time slotj01_02pm -0.319 0.598 - - -
Time slotoz_03pm —0.566 0.724 - - -
Time slotoz_04pm -0.133 0.659 - - -
Time slotjo4_0spm —0.836 0.917 - - -

Naisplays = 224, Nyender = 16, Nreceiver = 17, Naates = 30, Variance for the random factors: IDp 1 = 4.490e "2 + 2.119e °SD; IDp, = 1.0727"" + 3.275e °SD;
Dates = 2.517¢ 77 +5.930e °SD

Significant p values of the tested variables are shown in bold; df = degree of freedom; n/a = not applicable.

demonstrate the presence of a facial display (OM, Figure S1A) in this species, and we show that this display is mainly expressed during intra-
specific free play (Figure S2) and when the sender is in the field of view of the receiver (Figure 2).

Although OM in dolphins cannot assume the morphological variability observed in primates and terrestrial social carnivores, its perfor-
mance modality such as social playful-context specificity and emission in the receiver visual field resembles that already reported in other
mammals.”’**” We can interpret the presence of these displays in bottlenose dolphins as a result of the optimization of the information trans-
fer.Y Animals can use a variety of sensory modalities to convey messages that influence the behavior of the receivers. However, selective pres-
sures can favor modalities that optimize the information transfer according to the characteristics of the environment.®' Dolphins have evolved
one of the most complex vocal communication systems in the animal kingdom,®” where narrowband whistles mediate both individual recog-
nition®® and social interactions.®"*® The complexity of their vocal communication system has been explained in light of their fission-fusion and
multi-level social organization, as well as the turbidity and poor underwater visibility of many waters where dolphins can be found.®” Acoustic
signaling also exposes the emitters to the risk of predation®® and eavesdropping, which has been demonstrated during dolphins’ intraspecific
vocal interactions.”” Under good visibility conditions and when subjects are in proximity, the visual modality can be thus favored,*”*° making
the role of facial expressions relevant for rapidly exchanging information at a dyadic level.”° During cooperative tasks, dolphins can success-
fully reach the goal by whistling and coordinating visually, in a multimodal process.”® From an adaptive perspective, shifting from acoustic to
visual modality can be a particularly effective strategy in social play, during which playmates’ vigilance against predators is significantly
reduced."’ A recent study demonstrates that in belugas, subjects modify the melon shape according to different social contexts and the re-
cipient’s attention, thus suggesting the importance of the visual cue in this taxon.”’ Flexibly adjusting the emission of a facial expression ac-
cording to others’ attention is one of the building blocks of intentional communication.”"”? Through an experimental study, Xitco et al.”® have
demonstrated that bottlenose dolphins were responsive to the attentional state of a human receiver when they needed to communicate the
location of a food resource that they could not reach by themselves. When the human experimenter turned their back to the animal, the dol-
phin did not engage in any pointing behavior. The results suggest that, as occurs in great apes,”*’* dolphins are attentive to the receiver's
attention when they engage in interspecific visual communication.

One possible explanation of our results could be that the orientation of the OM merely coincides with the best direction for delivering
an acoustic signal to the receiver. Thus, the visual stimulus would not be the reason for OMs. However, although previous studies demon-
strated that head position plays a role in determining the directivity of dolphin vocalizations,”> no evidence suggests that opening the
mouth can affect the directionality of the signals. In dolphins, vocalizations are not produced by vocal cords but by vibrating membranes
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44% 56% 52% 48% 1% 89%

y
///
Out of receiver's field of view In receiver's field of view

Figure 2. Emission of Rostrum Touch, Attempt to Play Bite and Open Mouth as a function of the position of the receiver respect to the emitter
Alluvial plot showing the percentage of the emission of each display (rostrum touch, light blue; attempt to play bite, medium blue; open mouth, dark blue) as a
function of the position of the sender respect to the receiver (OUT or IN the field of view). In the central drawing we reported an actual bite to help reader
understand the action, since an attempt to bite is a dynamic action difficult to illustrate in a static image. Drawings by Fosca Mastrandrea.

in the nasal passages located behind the melon.”® The directivity in the vocal emission is allowed by this same melon which, thanks to its
relative mobility, plays the role of an acoustic lens.”” As supporting evidence, echolocation clicks, with their highly directional beam pat-
terns,”® are emitted with the mouth closed, even when associated with head scanning movements.”” In our study we miss acoustic
recording and further studies should investigate the possible role of mouth opening during multimodal playful interactions. However,
the fact that OM can occur with or without any mimicry seems to rule out the idea that OM is a simple behavioral reflex associated
with sound reception.

In addition to the visual cue, since the rostrum is highly sensitive to the pressure variations generated by water movements,®” we cannot
exclude that tactile cues can also play a role during the emission of OM and its replication (RFM). Although further studies are needed to
investigate the possible role of vocalizations and tactile cues in mediating intraspecific playful interactions (multimodal nature of OM signal),
dolphins seem sensitive to conspecifics’ attentional state while emitting playful facial expressions. Due to the perceptual laterality of dol-
phins,*®*® future investigations should also explore whether the sender actively “selects” a specific side of the receiver's visual field while emit-
ting OM.

The first description of RFM in dolphins is probably the most remarkable result of this study (Video S2). One could argue that animals are
just producing OM at the same time by chance since they are engaging in the same activity/context. However, this interpretation does not
explain why the probability of replicating others’” OM within 1 s is 13 times higher when the receiver detects the previous visual stimulus
compared to when the detection is prevented. The replication rate of OM in dolphins falls within the range of replication rate obtained in
the studies of some carnivore species (e.g., 0.27 in meerkats,'” 0.39 in sun bears®").

One could hypothesize that our definition of OM does not describe a signal (sensu Tinbergen'® and van Hooff and Preuschoft”') but rather
a simple preparation to bite. If the OM emitted by the receiver after perceiving the OM from the playmate is a maneuver to prevent bites by
the opponent, we would expect that OMs emitted in front of the receiver, not followed by an OM response, would translate into bites or
attempts to bite. Our results show that 89.17% of OMs were emitted within the receiver’s field of view, evoking an OM in the receiver in
33.16% of cases. In the 66.84% of cases that did not involve an OM response, the subject performing the OM never bit the playmate. More-
over, focusing exclusively on play bites, out of a total of 567 play biting events recorded, only 25 were directed to the area expanding from the
rostrum to the anterior part of the pectoral fin. Although this consideration does not completely rule out the possibility that some OM re-
sponses could fall into the defensive domain, our results are compatible with Tinbergen's ritualization theory.'” The ritualization process could
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Figure 3. Percentages of OM emission by the receiver (<1 s) as a function of the detection of the stimulus emitted by the actor (detected/not detected)

have deconstructed the entire sequence of biting prevention thus leading to the loss of the original function of the behavior that now can
acquire a communicative function.

Through RFM, playmates inform each other that the signal has been correctly perceived and decoded thus making the interactions more
successful.?’ Sharing a similar propensity to engage in joint activities can be particularly adaptive in those cooperative species which need to
coordinate their actions to reach common goals (e.g., alliances™ ). In this view, play in dolphins can be an excellent domain to explore com-
plex communicative abilities, which can be successfully exported to other behavioral domains such as cooperative hunting® and reproduc-
tion.®*#° Although our results on RFM derive from only three groups of bottlenose dolphins, they match with those obtained on cooperative
social primates and carnivores.”’

Such similarities might be ascribed to shared evolutionary pathways (homology) but also due to evolutionary convergence phenomena
(homoplasy) as has been suggested for play behavior in general.”® To understand the possible evolutionary pathways of such communicative
traits, we should focus on those taxa supposed to share with cetaceans a recent common ancestor. The most accredited theory about the
origin of cetaceans places the group phylogenetically close to the artiodactyls, the mammal order including deer, camels, boars, and hippos®’
for which data on play communication are not available. In conclusion, although we are far from understanding the evolutionary origins of play
(monophyletic vs. polyphyletic) and the ability of animals to fine-tune their playful sessions, the pervasive presence of open-mouth signals and
rapid mimicry in the mammal phylogenetic tree indicates the relevance of such visual mechanisms in shaping complex communication.

Li