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Abstract

Background: Bystander affiliation (post-conflict affiliation from an uninvolved bystander to the conflict victim) may
represent an expression of empathy in which the bystander consoles the victim to alleviate the victim’s distress
(“consolation”). However, alternative hypotheses for the function of bystander affiliation also exist. Determining whether
ravens spontaneously offer consolation to distressed partners may not only help us to understand how animals deal with
the costs of aggressive conflict, but may also play an important role in the empathy debate.

Methodology/Principal findings: This study investigates the post-conflict behavior of ravens, applying the predictive
framework for the function of bystander affiliation for the first time in a non-ape species. We found weak evidence for
reconciliation (post-conflict affiliation between former opponents), but strong evidence for both bystander affiliation and
solicited bystander affiliation (post-conflict affiliation from the victim to a bystander). Bystanders involved in both interactions
were likely to share a valuable relationship with the victim. Bystander affiliation offered to the victim was more likely to occur after
intense conflicts. Renewed aggression was less likely to occur after the victim solicited affiliation from a bystander.

Conclusions/Significance: Our findings suggest that in ravens, bystanders may console victims with whom they share a
valuable relationship, thus alleviating the victims' post-conflict distress. Conversely victims may affiliate with bystanders
after a conflict in order to reduce the likelihood of renewed aggression. These results stress the importance of relationship
quality in determining the occurrence and function of post-conflict interactions, and show that ravens may be sensitive to
the emotions of others.
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Introduction

Aggressive conflicts feature regularly in the lives of many group-
living animals over matters such as positions in the dominance
hierarchy, access to limited resources, or over decisions that have
to be made. Such conflicts, however, may be costly, using up
valuable energy and time and risking injury. Moreover, aggressive
conflicts may damage the opponents’ relationship [1,2], leading to
a loss of benefits afforded by that relationship such as food-sharing
or support in future conflicts, and opponents may become
distressed [3,4]. One way of reducing the costs of aggressive
conflict is through reconciliation, the post-conflict affiliative
reunion between former opponents [5], which has been shown
to repair the opponents’ relationship and alleviate post-conflict
distress [4]. However, approaching a former opponent so soon
(usually within the first ten minutes) after a fight carries risks of
renewed aggression and so reconciliation is only likely to occur
when the benefits outweigh the costs [4,6]. When de Waal & van
Roosmalen [5] first described reconciliation in chimpanzees in
1979, they also described bystanders uninvolved in the preceding
conflict embracing the victim once the conflict ceased, a
phenomenon they labeled ‘consolation’, as it was presumed to
alleviate the victim’s distress. Consolation is a particularly
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interesting interaction because it implies a cognitively demanding
degree of empathy, known in humans as ‘sympathetic concern’
[7]. In order for a bystander to console a victim, they must first
recognize that the victim is distressed and then act appropriately to
alleviate that distress, requiring a sensitivity to the emotional needs
of others previously attributed only to humans. Indeed, the
apparent absence of consolation in monkeys has been suggested to
result from their lack of the requisite degree of empathy for
consolation to occur [8]. Concordantly, Japanese macaque
mothers of distressed conflict victims, in a situation when an
empathic response would be most expected, showed no signs of
distress themselves and made no attempt to console their offspring
[9]. However, the degree to which apes, monkeys and indeed all
other animals are capable of empathy is still a matter of debate
[7,10-18]. Although very little is known about empathy in birds, a
recent study on graylag geese has shown that bystanders who
observed a conflict involving either their pair partner or a family
member experienced an increase in heart-rate (a measure of
distress) indicative of an empathic response [19].

The term consolation implies a distress-alleviating function and
a motivation rooted in empathy for the distressed victim but post-
conflict affiliation from bystanders to victims (hereafter ‘bystander
affiliation” when no functional or mechanistic assumptions are
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made; Table 1) may not always be consoling. Indeed, of the two
studies to investigate consolation in the functional sense, only was
able to find a distress-alleviating effect (evidence against: [20];
evidence for: [21]). Furthermore, suggestive evidence is available
for two alternative functions of bystander affiliation, for which
empathy is not required.

After aggressive conflicts, the kin of both the aggressor and the
victim may be more likely to affiliate with their relative’s opponent
[22,23]. Thus, bystander affiliation may in fact be a form of kin-
mediated reconciliation, which may enable the opponents’
relationship to be repaired without risking renewed aggression
by directly approaching an opponent soon after the cease of
aggressive conflict. Accordingly, friendly grunts from the aggres-
sor’s kin to the victim have been shown to restore tolerance
between former opponents in savannah baboons [24]. In species
with strong relationships between non-kin, unrelated valuable
partners may also be able to act as a proxy for the aggressor in
reconciling with the victim of aggression, as bystanders who
initiated post-conflict affiliation with the victim were found to have
more valuable relationships with the aggressor than with the
victim in chimpanzees [25].

Bystander affiliation has also been suggested to function as a
mechanism to protect the bystander from becoming a target of
redirected aggression [26,27]. Redirected aggression is defined as
post-conflict aggression from the original victim to a bystander,
which may reverse the negative consequences of losing the original
conflict [28,29]. Accordingly, in a population of captive chimpan-
zees, those who provided bystander affiliation to the victim were
found to be those most at risk from redirected aggression [27].

Understanding the function of bystander affiliation is critical to
understanding its underlying mechanism, and thus the empathic
and cognitive implications of the behavior. Determining the
function of bystander affiliation, however, may not be straight
forward, as it seems likely to vary both across and within species.
Fraser et al. [30] proposed a theoretical framework whereby the
quality of the relationships between the individuals involved and
the patterns of behavior expressed could determine its occurrence
and function. The quality of a relationship can be thought to
consist of its value (which refers to the benefits afforded by the
relationship), its compatibility (the degree of tolerance within the
dyad) and its security (the predictability of a partner’s interactions)
[31]. When a distress-reduction (consolation) function is likely, the
bystander and the victim of aggression are likely to share a
valuable relationship as such partners are more likely to be
responsive to each other’s distress [21,30,32]. When bystanders act
as a proxy for the aggressor in repairing the opponents’
relationship (‘relationship repair’ function), the bystander is likely
to share a more valuable relationship with the aggressor than with
the victim [24,25,30]. If bystander affiliation functions to protect
the bystander from redirected aggression, however, the relation-

Table 1. Definitions of terms used.

Consolation in Ravens

ship between the bystander and the victim is likely to be
characterized by a low degree of security and/or compatibility
as those bystanders are at most risk of attack from the original
conflict victim. Although this predictive framework fits the quality
of relationships associated with a consoling, relationship repair or
self-protection function in chimpanzees, this framework has not
yet been applied to any other species.

Although the vast majority of work on bystander affiliation has
been conducted on primates, and in particular on apes, bystander
affiliation has recently been demonstrated in a handful of non-
primate species, including dogs [33], wolves [34] and rooks [35].
As would be expected on the basis of differences in their social
systems, and thus in the quality of their relationships, the patterns
of post-conflict behavior across those species vary. Consistent with
patterns observed in apes, reconciliation and bystander affiliation
occur in dogs and wolves [33,34], although solicited bystander
affiliation was also found in these species while it may be absent in
chimpanzees: [27,36-38]. In contrast, rooks show patterns of post-
conflict behavior that differ from any primate species as
reconciliation is absent but both bystander affiliation and solicited
bystander affiliation occur, although only between pair mates [35].

Here, we investigated the post-conflict behavior of ravens (Corvus
corax), another member of the corvid family famed for their
primate-like cognitive abilities [39-41] and complex social
behavior [42-45]. Ravens are larger than rooks and have a
comparatively longer maturation period, not reproducing until at
least their third year [46], and occasionally delaying reproduction
until as late as their tenth year (T. Bugnyar, unpublished data).
Prior to pair-formation and the onset of territorial behavior,
ravens form large non-breeder flocks during which time they may
experience a broad network of social relationships [47,48].
Recently, the value, compatibility and security of all dyadic social
relationships within our captive population of ravens were
ascertained [49]. This information enabled us to take advantage
of the extended period during which subadult ravens have a
variety of social relationships, and in particular valuable partners
outside of the pair bond, to apply the predictive framework for the
function of bystander affiliation [30].

As ravens live in much less stable populations than the many
primate species in which reconciliation has been demonstrated
and as raven sociality is characterized by a high degree of fission-
fusion dynamics [50], making dispersal a more feasible and less
costly option both before and after aggressive conflict, we
predicted that reconciliation was not likely to be widespread and
may only occur between those partners who share highly valuable
relationships, for whom aggressive conflict is likely to be rare.
Furthermore, the risk of renewed aggression between former
opponents is likely to be high, making reconciliation too costly to
occur. Consolation may thus occur as an alternative distress-
alleviating mechanism. In order to find out whether ravens

Term

Definition

Bystander affiliation

Solicited bystander affiliation

Consolation

Post-conflict affiliative interaction initiated by a bystander and directed towards the
conflict victim. No functional or mechanistic implications. Also known as
(unsolicited) triadic or third-party affiliation.

Post-conflict affiliation interaction initiated by the conflict victim and directed
towards a bystander.

Bystander affiliation that serves to alleviate the victim's distress. Implies that
consolers are motivated by empathy for the victim.

doi:10.1371/journal.pone.0010605.t001

@ PLoS ONE | www.plosone.org

May 2010 | Volume 5 | Issue 5 | e10605



spontancously provide reassurance to distressed parties, as the
term consolation suggests, and to see how affiliation initiated by
the bystander differs from affiliation initiated by the victim, we
investigated the determinants of bystander affiliation and solicited
bystander affiliation, examining in particular at quality of the
bystander’s relationship with the conflict opponents. We made the
following predictions:
1. If bystander affiliation serves to alleviate the victim’s distress
(consolation), it is likely to be provided by valuable partners, as
these are more likely to be responsive to each other’s distress,
and may occur after more intense conflicts, when the victim is
more likely to be distressed [21,30]. Solicited bystander
affiliation may also alleviate the victim’s distress, but empathy
is not required.
2. If bystander affiliation serves a relationship repair function
through mediation of a valuable partner, the bystander is likely
to share a more valuable relationship with the aggressor than
with the victim [25,30]. Solicited bystander affiliation is unlikely
to serve a similar function as the victim may face a high risk of
aggression on approaching a bystander who shares a valuable
relationship with the aggressor.
3. Bystander affiliation is predicted to serve a self-protection
function if victims redirect aggression towards bystanders and the
bystander-victim relationship is characterized by a low degree of
compatibility and/or security, as those bystanders are most likely to
be at risk of redirected aggression [26,27,30]. If solicited bystander
affiliation occurs, it cannot fulfill the same function.
4. Finally, we predicted that if bystander affiliation or solicited
bystander affiliation protects the victim from renewed attack
from the aggressor, the risk of renewed aggression would be
lower following the interaction than in its absence.

Methods

Ethical Statement

This study complied with Austrian and local government
guidelines and permission was received from the Konrad Lorenz
Forschungstelle to observe the ravens for this study.

Study Subjects

We used 13 hand-reared ravens (seven males, six females)
housed at the Konrad Lorenz Forschungstelle, Austria as
subjects for this study. Eleven of those subjects were taken as
nestlings were taken from four nests (two from zoos, two from the
wild) in February 2004. The nestlings were hand-raised in their
sibling groups (two males and two females, two females and one
male, and two males and one female) in artificial nests, with the
exception of one subject raised in a single nest with two other
unrelated nestlings who were removed from the group prior to
the start of this study. After fledging all the nestlings were housed
together in a large aviary (ca. 240 m?) along with a nine-year old
male and a four-year old female who were unrelated to each
other or the nestlings. During the study, two subjects died as a
result of predation at the end of 2004 and the two adult subjects
were removed from the group in August 2005. The aviary was
enriched with trees, branches, stones, tree trunks and shallow
pools for bathing. The ravens were fed twice per day with meat,
milk products and kitchen leftovers and always had access to
water.

Data Collection

Data were collected by TB from August 2004 to June 2006.
The ravens were observed regularly throughout the day. All
observed instances of aggressive conflict (defined as chase-flight,

@ PLoS ONE | www.plosone.org

Consolation in Ravens

hitting or forced-retreat) were recorded. The identities of the
aggressor and the victim (defined as the initial recipient of
aggression) were recorded along with the intensity of the conflict
(chase flight or hit = high, forced retreat =low). The post-conflict
(PC)-matched control (MC) method [51] was used to collect data,
where each PC was a 10-minute focal sample on the victim of
aggression, recording all affiliative (defined as contact sitting,
preening or beak-to-beak or beak-to-body touching) and
aggressive interactions, taken immediately after the cease of
aggressive conflict. MCs were similar observations taken on the
same individual at the same time the next possible day. If the
focal individual was involved in aggressive conflict in the ten
minutes prior to the scheduled MC time, the MC was postponed
for up to an hour after the time the PC was taken, or until the
following day. PCs were abandoned if no MC was recorded
within a week of the initial conflict.

Data Analysis

A total of 152 PC-MC pairs were collected on 11 conflict
victims (58 aggressor-victim dyads). The two adult subjects were
never recorded as victims but were included in analyses involving
aggressors or bystanders. For the remaining nine individuals, a
mean (£S.D.) of 13.8 (£7.6) PC-MC pairs per individual were
collected (range = 1-24).

Demonstration of Post-Conflict Interactions. Following
de Waal & Yoshihara [51], for the demonstration of reconciliation
PC-MC pairs were labeled ‘attracted’ if the first affiliative
interaction between former opponents occurred earlier in the
PC than the MC, or only in the PC. PC-MC pairs were labeled
‘dispersed’ if such affiliation occurred earlier in the MC than the
PC, or only in the MC, and were labeled ‘neutral’ if affiliation
occurred at the same time in the PC and the MC, or occurred in
neither observation. Each PC-MC pair was similarly categorized
for bystander affiliation, solicited bystander affiliation, redirected
aggression and renewed aggression between the opponents. To
demonstrate the occurrence of each post-conflict interaction,
Wilcoxon’s signed ranks tests were used to compare the proportion
of attracted and dispersed PC-MC pairs at the individual level
(only individuals with at least three PC-MC pairs were included in
the analyses). When significant differences were found, latencies to
first affiliative contact in the PC and MC periods were additionally
compared using a Kaplein-Meier survival analysis with a Mantel-
Cox test, which allows “censored” data (i.e. PC and MC periods in
which no affiliation occurred before the end of the observation) to
be taken into account. Following Call et al. [26] the triadic contact
tendency (TCT) was calculated for each type of bystander
affiliation for each subject as follows: (attracted pairs-dispersed
pairs)/total no. PC-MC pairs.

When does bystander affiliation occur? We investigated
the influence of conflict intensity (high or low) and the occurrence
of solicited bystander affiliation on the occurrence of bystander
affiliation using generalized linear mixed models (GLMMs). A
similar model investigating the effect of conflict intensity and
bystander affiliation on the occurrence of solicited bystander
affiliation was also run. We considered bystander affiliation or
solicited bystander affiliation to have occurred when the PC-MC
pair was labeled ‘attracted’ to control for baseline levels of
affiliation. The identities of both conflict opponents were entered
as random factors, thus controlling for variation in individual
contribution to the data set. We used GLMMs with binomial error
structures and a logit-link function. Akaike’s information criteria
(AIC) values were used to select the best (most parsimonious)
model for all mixed model analyses [52]. We present only the
effects of variables present in the best models.
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To examine the temporal interdependency between bystander
affiliation and renewed aggression, we compared the probabilities
of bystander affiliation and solicited bystander affiliation
occurring after and without renewed aggression and the
probabilities of renewed aggression occurring after and without
bystander affiliation and solicited bystander affiliation using Chi?
tests.

Which bystanders are involved? We analyzed the effects of
the quality of all potential victim-bystander dyads’ relationships on
the level of bystander affiliation provided and solicited bystander
affiliation received to determine whether certain types of partner
were more likely to be involved in bystander affiliation or solicited
bystander affiliation than others. Following Fraser et al. [21], two
measures of the levels of bystander affiliation and solicited
bystander affiliation between partners were used, namely the
consolation index (calculated as the frequency with which each
subject provided bystander affiliation to each partner, divided by
the frequency with which the subject was a bystander in a conflict
in which that partner was a victim) and TCT values (calculated for
each possible dyad). The former controls for opportunity to
provide affiliation, but does not take baseline levels of affiliation
between partners into account. The latter controls for baseline
affiliation levels but considers the first affiliative interaction
between the victim and each of the bystanders in the group,
regardless of whether the victim has already affiliated with another
bystander. As subsequent affiliation may function differently from
the first affiliative interaction, the two measures of bystander
affiliation are both necessary and complementary [21]. Linear
mixed models (LMMs) were used to investigate the effects of the
bystander-victim relationship on the consolation index and TCT
values (run separately for bystander affiliation and solicited
bystander affiliation), with the identities of the victim and the
bystander entered as random variables. Predictor variables were
the kinship, sex-combination, value, compatibility and security of
the relationship between the bystander and the victim (see below
for further explanation of these variables).

Measures of each component of relationship quality were
previously obtained by entering seven behavioral variables into a
principal components analysis and using the three extracted
components as composite, quantitative measures of relationship
value, compatibility and security [49]. The components were
labeled as such as they appeared to match the characteristics
proposed for value, compatibility and security by Cords & Aureli
[31]. The component labeled ‘value’ consisted of strong loadings
from preening, contact sitting and agonistic support. The second
component, ‘compatibility’ was characterized by negative load-
ings for counter-intervention and aggression and a positive
loading for tolerance to approaches. Variation in response to
approach over time was the only significant positive loading on
the final component, ‘security’. The scores provided for each
dyad for each component were used as separate continuous
variables in all analyses involving relationship quality in this
study.

To test the hypothesis that bystanders affiliating with victims
were acting as proxies for the aggressors [24,25],we compared the
qualities of the bystander-victim and bystander-aggressor relation-
ships using LMMs. The score for the value of the bystander’s
relationship with each opponent for every conflict in which
unsolicited bystander affiliation occurred was entered as a
dependent variable, with the nature of the relationship (bystand-
er-aggressor or bystander-victim) as predictor variable. The
identities of the bystander, aggressor and victim were entered as
random variables. The model was rerun with relationship
compatibility and security as dependent variables. As the opponent
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relationship repair function though mediation of a valuable
partner is likely to apply only to bystander affiliation, these
analyses did not consider solicited bystander affiliation.

All analyses with the exception of GLMMs were run using SPSS
v.17. GLMMs were run in R v. 2.1.0 [53] with the Ime4 package [54].

Results

Demonstration of Post-Conflict Interactions

Although post-conflict affiliation between former opponents
occurred after 16 of the 152 conflicts, no difference was found
between the proportion of attracted (mean =S.E.=0.09%0.12)
and dispersed (mean £S.E. =0.01%0.03) PC-MC pairs, indicating
the absence of reconciliation at the group level in the study
population.

For bystander affiliation, the proportion of attracted (mean *=
S.E.=0.38%0.06) PC-MC pairs was significantly higher than the
proportion of dispersed (mean *S.E.=0.15%0.04) PC-MC pairs
(Wilcoxon: N =10, T=50, P=0.020). A survival analysis
confirmed the significant tendency for affiliation from a bystander
to the conflict victim to occur earlier in the PC than in the MC
(Kaplan-Meier Survival Analysis: Mantel Cox test: N=152 PC-
MC pairs, Chi%?=12.198, P<0.001; Figure 1a), demonstrating the
occurrence of bystander affiliation in ravens. Mean (£S.D.)
individual TC'T for bystander affiliation was 0.206 (£0.266).

For solicited bystander affiliation, the proportion of attracted
(mean *£S.E. =0.27x0.03) PC-MC pairs was also significantly higher
than the proportion of dispersed (mean =S.E.=0.14%0.04) PC-MC
pairs (Wilcoxon: N=8, T=33, P=0.039). A survival analysis
confirmed the significant tendency for affiliation from a victim to a
bystander to occur earlier in the PC than in the MC (Kaplan-Meier
Survival Analysis: Mantel Cox testt N=152 PC-MC pairs,
Chi®=5.410, P=0.020; Figure 1b), demonstrating that solicited
bystander affiliation also occurs in ravens. Mean (+S.D.) individual
TCT for solicited bystander affiliation was 0.21 (£0.31).

We found no significant difference between the proportion of
attracted (mean *S.E.=0.30%0.08) and dispersed pairs (mean
*S.E.=0.17%0.04) for redirected aggression (Wilcoxon: T'=47,
N=11; P=0.229), indicating that victims were no more likely to
attack bystanders after losing a conflict than during control
periods. Conversely, for renewed post-conflict aggression between
opponents, the proportion of attracted pairs (mean *S.E.=
0.28%0.09) was significantly higher (Wilcoxon: T =39.5, N=19;
P=0.043) than the proportion of dispersed pairs (mean *S.E.=
0.07%0.03), and renewed aggression was likely to occur earlier in
the PC than the MC (Kaplan-Meier Survival Analysis: Mantel
Cox testt N=152 PC-MC pairs, Chi’=30.081, P<0.001)
indicating that victims were at risk of renewed aggression from
the original aggressor during the post-conflict period.

When does bystander affiliation occur?

Bystander affiliation, but not solicited bystander affiliation, was
more likely to occur after conflicts characterized by a higher
intensity of aggression (Table 2). Bystander affiliation and solicited
bystander affiliation significantly predicted each other’s occurrence
(Table 2). We found no temporal interdependency between
bystander affiliation and renewed aggression, as renewed aggres-
sion was not more likely to occur after bystander affiliation than
alone (x>=2.063, df=1, P=0.151) and bystander affiliation was
not more likely to occur after renewed aggression than alone
(x>=2.465, df=1, P=0.1164). In contrast, renewed aggression
was less likely to occur after solicited bystander affiliation than
alone (x>=8.551, df=1, P=0.004; Figure 2a) but solicited
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bystander affiliation was not more likely to occur after renewed
aggression than alone (x?=2.057, df=1, P=0.152; Figure 2b).

Which bystanders are involved?

When the consolation index was used as a measure of bystander
affiliation or solicited bystander affiliation, such interactions were
most likely to occur between partners who shared valuable

Consolation in Ravens
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tion and renewed aggression between former opponents in
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relationships (LMM: bystander affiliation: =0.093, S.E.=0.017,
t=5.430, P<0.001; solicited bystander affiliation: B=0.075,
S.E.=0.011, t=7.147, P<<0.001). However, when baseline levels of
affiliation were controlled for using TCT values, only kin were more
likely to engage in post-conflict affiliation with the victim (bystander
affiliation: B=0.059; S.E.=0.018; t=5.430; P=0.002; solicited
bystander affiliation: §=0.078; S.E.=0.013; t=5.871; P<<0.001).

Table 2. Results of the best model from the GLMM investigating the effect of conflict and post-conflict variables on the
occurrence of bystander affiliation and solicited bystander affiliation (BA).

Dependent variable Predictor Variables B S.E. z P

Bystander Affiliation Solicited Bystander Affiliation 1.409 0.399 3.529 <0.001
Intensity 1.333 0.575 2319 0.020

Solicited Bystander Affiliation Bystander Affiliation 1.372 0.376 3.653 <0.001

Victim and aggressor identities were included as random factors.
doi:10.1371/journal.pone.0010605.t002
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Bystanders who initiated post-conflict affiliation with victims of
aggression shared more valuable (B=1.141; S.E.=0.086;
t=13.203; P<<0.001), more compatible (f=0.329; S.E.=0.049;
t=6.703; P<<0.001) and more secure (=0.787; S.E.=0.220;
t=3.583; P<0.001) relationships with the victim of the conflict
than with the aggressor (Figure 3).

Discussion

The occurrence of reconciliation could not be confirmed in this
group of ravens, consistent with findings in rooks [35].
Reconciliation has been shown to repair the opponents’
relationship and reduce post-conflict distress [4,55], and is thus
considered to be the preferred post-conflict interaction in terms of
mitigating the costs of aggressive conflict [6]. However, reconcil-
iation should still only occur when its benefits outweigh the costs.
Victims were at higher risk of renewed aggression in post-conflict
than matched-control periods, suggesting that the risks of renewed
aggression upon reconciliation may be too high.

In contrast to reconciliation, both bystander affiliation and
solicited bystander affiliation were demonstrated as post-conflict
interactions in ravens. Bystander affiliation was more likely to
occur after more intense conflicts, which, as victims may
experience a higher degree of distress following more intense
conflicts, suggests that bystander affiliation may indeed serve a
distress-alleviating, or consoling, function. Furthermore, bystand-
ers who provided post-conflict affiliation were likely to share a
valuable relationship with the victim of aggression, supportive of a
distress-alleviating function as such partners are more likely to be
responsive to each other’s distress [56], an effect even more likely
for kin. Our results are consistent with previous research showing
that consolation in chimpanzees is provided by kin and other
valuable partners [21,32].

Sharing a valuable relationship with the victim does not,
however, necessarily rule out the possibility that the bystanders
also share a valuable relationship with the aggressor, and thus
bystanders may still be acting as proxies for the aggressor in
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reconciling the opponents. For this to be the case bystanders would
be expected to share a more valuable relationship with the
aggressor than with the victim [25,30]. Our findings show that
bystanders shared more valuable, more compatible and more
secure relationships with the conflict victim than with the
aggressor, evidence that in ravens opponent relationship repair
through mediation of a valuable partner is an unlikely function for
bystander affiliation.

The fact that bystanders shared a valuable relationship with the
victim, and that their relationship was no less compatible or secure
than the victim’s relationship with non-affiliating bystanders lead
us to reject the hypothesis that bystanders affiliate with the victim
of aggression to protect themselves from redirected aggression, as
such bystanders are unlikely targets [30]. Furthermore, as
redirected aggression could not be demonstrated as a post-conflict
interaction, bystander affiliation is unlikely to serve a self-
protection function in this group of ravens.

Interestingly, in chimpanzees, the only species in which
consolation has been shown, most studies found that solicited
bystander affiliation did not occur [27,36-38,57]. Conversely, we
found not only that solicited bystander affiliation occurs in ravens,
but that it is directed towards the same bystanders (valuable
partners) who are likely to direct post-conflict affiliation towards
victims. Furthermore, when one form of bystander affiliation
occurred, the other was also likely to occur. However, the fact that
aggression was less likely to occur after solicited bystander
affiliation, but not unsolicited bystander affiliation, is suggestive
of differing functions for the two interactions. The reduced risk of
renewed aggression after solicited bystander affiliation suggests
that victims may affiliate with bystanders in order to protect
themselves from further attack.

According to the predictive framework, our findings are
consistent with a distress-alleviating function for bystander
affiliation and should thus be considered to be consolation. The
term ‘consolation’, however, infers not only the function of the
interaction, alleviating the victim’s post-conflict distress, but also its

May 2010 | Volume 5 | Issue 5 | e10605



mechanism, empathy for the distressed victim. That bystander
affiliation was more likely to occur after intense conflicts, when
victims were more likely to be distressed, and that it was most
likely to be provided by valuable partners, are supportive of both
the functional and mechanistic components of consolation. As
emotional contagion (when a subject’s emotional state reflects the
state perceived in a partner [7,11]) forms the core basis of
empathy, it seems likely that potential consolers would be more
likely to respond the perception of increased distress. Moreover,
empathy is promoted by close social bonds [11,58,59], consistent
with our finding that bystander affiliation was provided by
bystanders with whom the victim shared a valuable relationship.
That kin (a subset of valuable partners) were most likely to console
the victim further increases support for ravens’ emotional
sensitivity to others, as predictions for the occurrence of empathy
are consistent with kin selection theory [7].

Whether the initiator of post-conflict affiliation between a
bystander and a victim is the bystander or the victim is a critical
differentiation when a consoling function is considered because
while both interactions may alleviate the victim’s distress, only
affiliation initiated by the bystander is likely to require empathy.
However, if consolation provided by a bystander is preceded by a
vocal or other signal from the victim ‘requesting’ support, such a
cognitive ability may not be necessary. Thus, although we found
suggestive evidence for different functions for bystander affiliation
and solicited bystander affiliation, caution must always be taken
when interpreting the initiator of an interaction, as signals prior to
the first physical interaction may go undetected. Notably,
vocalizations were not recorded during this study, and are not
usually taken into account in studies of post-conflict behavior
(exceptions: [24,60]), despite the role that they may play in the
facilitation of physical affiliative interactions.

All studies on consolation thus far have, for methodological
reasons, focused on the effect of consolation on the victim rather
than on the consoler. In order to fully understand the mechanism
behind consolation, however, we really need to understand more
about the consequences of offering consolation for potential
consolers. Firstly, although bystanders may experience post-
conflict distress [61], we do not know whether consolation
alleviates the consoler’s as well as the victim’s distress. Although
empathy may be involved either way, if consolation alleviates the
consoler’s distress, it may occur as a result of ‘personal distress’,
(self-centered distress born from empathy with another’s distress
[7]) rather than ‘sympathetic concern’ (concern about another’s
state and attempts to ameliorate this state), which relies on the
separation of internally and externally generated emotions.
Secondly, if providing consolation entails a risk of aggression for
the consoler, the costs of such an act suggest that the consolers’
behavior is altruistic. Such ‘directed altruism’ implies an
underlying mechanism of sympathetic concern [7]. Although we
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Acknowledgments

We are grateful for continuous support from the Cumberland Game Park
and the Verein der Forderer der Konrad Lorenz Forschungsstelle. Raven
nestlings were provided by Schénbrunn, Munich and Wuppertal Zoos.
Additional nestlings were taken from the wild with permission from the
Ministerium fiir Landwitschaft, Umweltschutz und Raumordnung des
Landes Brandenburg on 25, February 2004 with the help of P. Sommer.

Author Contributions

Analyzed the data: ONF. Wrote the paper: ONF. Provided theoretical
framework: ONF. Conceived and designed study: TB. Collected data: TB.

7. de Waal FBM (2008) Putting the altruism back into altruism: the evolution of
empathy. Annu Rev Psychol 59: 1-22.

8. de Waal FBM, Aureli I (1996) Consolation, reconciliation and a possible
cognitive difference between macaques and chimpanzees. In: Russon AE,
Bard KA, Taylor Parker S, eds. Reaching into thought: The minds of great apes.
Cambridge: Cambridge University Press. pp 80-110.

9. Schino G, Geminiani S, Rosati L, Aureli F (2004) Behavioral and emotional
response of Japanese macaque (Macaca fuscata) mothers after their offspring
receive an aggression. J Comp Pscyhol 118: 340-346.

10. Koski SE, Sterck EHM (in press) Empathic chimpanzees: A proposal of the levels of
emotional and cognitive processing in chimpanzee empathy. Eur J Dev Psychol.

11. Preston SD, de Waal FBM (2002) Empathy: its ultimate and proximate bases.
Behav Brain Sci 25: 1-72.

12. de Waal FBM, Dindo M, Freeman CA, Hall MJ (2005) The monkey in the
mirror: hardly a stranger. PNAS 102: 11140-11147.

May 2010 | Volume 5 | Issue 5 | e10605



21.

22.

23.

24.

26.

27.

29.

30.

31.

32.

33.

34.

36.

3.

Prior H, Schwarz A, Giintiirkin O (2008) Mirror-induced behavior in the
magpie (Pica pica): Evidence of self-recognition. PLoS Biol 6: ¢202. doi: 10.1371/
journal.pbio.0060202.

. Langford D, Crager S, Shehzad Z, Smith S, Sotocinal S, et al. (2006) Social

modulation of pain as evidence for empathy in mice. Science 312: 1967-1970.

. Warneken F, Hare B, Melis AP, Hanus D, Tomasello M (2007) Spontaneous

altruism by chimpanzees and young children. PLoS Biol 5: 1414-1420.

Silk JB, Brosnan SF, Vonk J, Henrich J, Povinelli DJ, et al. (2005) Chimpanzees
are indifferent to the welfare of unrelated group members. Nature 437:
1357-1359.

. Penn DC, Povinelli DJ (2007) On the lack of evidence that non-human animals

possess anything remotely ressembling a ‘theory of mind’. Phil Trans Roy Soc B
362: 731-744.

. Plotnik JM, de Waal FBM, Reiss D (2006) Self-recognition in an Asian elephant.

PNAS 103: 17053-17057.

. Wascher CAF, Scheiber IBR, Kotrschal K (2008) Heart rate modulation in

bystanding geese watching social and non-social events. Proc Roy Soc B 275:
1653.

. Koski SE, Sterck EHM (2007) Triadic postconflict affiliation in captive

chimpanzees: does consolation console? Anim Behav 73: 133-142.

Fraser ON, Stahl D, Aureli F (2008) Stress reduction through consolation in
chimpanzees. PNAS 105: 8557-8562. doi: 10.1073/pnas.0804141105.

Judge PG (1991) Dyadic and triadic reconciliation in pigtail macaques (Macaca
nemestring). Am J Primatol 23: 225-237.

Cheney DL, Seyfarth RM (1989) Redirected aggression and reconciliation
among vervet monkeys, Cercopithecus aethiops. Behaviour 110: 258-275.

Wittig RM, Crockford C, Wikberg E, Seyfarth RM, Cheney DL (2007) Kin-
mediated reconciliation substitutes for direct reconciliation in female baboons.
Proc Roy Soc B 274: 1109-1115.

. Wittig RM (in press) Function and cognitive underpinning of post-conflict

affiliation in wild chimpanzees. In: Lonsdorf AV, Ross SR, Matsuzawa T, eds.
The Mind of the Chimpanzee: Ecological and Experimental Perspectives.
Chicago: Chicago University Press.

Call J, Aureli F, de Waal FBM (2002) Postconflict third party affiliation in
stumptailed macaques. Anim Behav 63: 209-216.

Koski SE, Sterck EH (2009) Post-conflict third-party affiliation in chimpanzees:
what’s in it for the third party? Am J Primatol 71: 409-418. doi: 10.1002/
ajp.20668.

. Aureli F, van Schaik CP (1991) Post-conflict behaviour in long-tailed macaques

(Macaca fascicularis): 1. The social events. Ethology 89: 89-100.

Kazem AJN, Aureli F (2005) Redirection of aggression: multiparty signalling
within a network? In: McGregor PK, ed. Animal Communication Networks.
Cambridge: Camrbidge University Press. pp 191-218.

Fraser ON, Koski SE, Wittig RM, Aureli F (2009) Why are bystanders friendly
to recipients of aggression? Comm Integ Biol 2: 285-291.

Cords M, Aureli F (2000) Reconciliation and relationship qualities. In: Aureli F,
de Waal FBM, eds. Natural Conflict Resolution. Berkeley: University of
California Press. pp 177-198.

Romero T, de Waal FBM (in press) Chimpanzee (Pan troglodytes) consolation:
third party identity as a window on possible function. ] Comp Pscyhol.

Cools AKA, van Hout AJM, Nelissen MH]J (2008) Canine reconciliation and
third-party-initiated postconflict affiliation: do peacemaking social mechanisms
in dogs rival those of higher primates? Ethology 114: 53-63.

Palagi E, Cordoni G (2009) Postconflict third-party affiliation in Canis lupus: do
wolves share similarities with the great apes? Anim Behav 78: 979-986.

Seed AM, Clayton NS, Emery NJ (2007) Postconflict third-party affiliation in
rooks, Corvus fiugilegus. Curr Biol 17: 152—158.

Kutsukake N, Castles DL (2004) Reconciliation and post-conflict third-party
affiliation among wild chimpanzees in the Mahale Mountains, Tanzania.
Primates 45: 157-165.

@ PLoS ONE | www.plosone.org

37.

38.

39.

40.
41.

42.

43.

44.

46.

47.

48.
49.

50.

51.

56.

57.

58.

59.

60.

61.

62.

63.

Consolation in Ravens

Wittig RM, Boesch C (2003) The choice of post-conflict interactions in wild
chimpanzees (Pan troglodytes). Behaviour 140: 1527-1559.

Fraser ON, Aureli F (2008) Reconciliation, consolation and postconflict
behavioral specificity in chimpanzees. Am J Primatol 70: 1114-1123. doi:
10.1002/ajp.20608.

Seed A, Emery N, Clayton N (2009) Intelligence in corvids and apes: a case of
convergent evolution? Ethology 115: 401-420.

Heinrich B, Bugnyar T (2007) Just how smart are ravens? Sci Am 296: 64-71.
Emery N, Clayton N (2004) The mentality of crows: convergent evolution of
intelligence in corvids and apes. Science 306: 1903.

Bugnyar T, Heinrich B (2006) Pilfering ravens, Corous corax, adjust their
behaviour to social context and identity of competitors. Anim Cog 9: 369-376.
Bugnyar T, Schwab C, Schloegl C, Kotrschal K, Heinrich B (2007) Ravens
judge competitors through experience with play caching. Curr Biol 17:
1804-1808.

Dally J, Emery N, Clayton N (2006) Social facilitation of novel food acceptance
in rooks. J Ornithol 147: 154-154.

. Emery NJ, Seed AM, von Bayern AM, Clayton NS (2007) Cognitive adaptations

of social bonding in birds. Phil Trans Roy Soc B 362: 489-505.

Boarman W, Heinrich B (1999) Common raven. In: Poole A, Gill F, eds. The
Birds of North America No 476. Philadelphia, PA: The Birds of North America,
Inc.

Glutz von Blotzheim UN, Bauer KM (1993) Handbuch der Viégel Mitteleur-
opas, Vol. 13. Aula-Verlag, Wiesbaden. pp 600-608.

Ratcliffe D (1997) The Raven. San Diego: Academic.

Fraser ON, Bugnyar T (2010) The quality of social relationships in ravens. Anim
Behav 79: 927-933. doi: 10.1016/j.anbehav.2010.01.008.

Heinrich B, Kave D, Knight T, Schaumburg K (1994) Dispersal and association
among common ravens. Condor 96: 545-551.

de Waal FBM, Yoshihara D (1983) Reconciliation and redirected affection in
rhesus monkeys. Behaviour 85: 224-241.

. Burnham KP, Anderson DR (2004) Multimodel inference: understanding AIC

and BIC in model selection. Sociol Method Res 33: 261.

. R Development Core Team (2009) R: A language for statistical computing.

Vienna, Austria: R Foundation for Statistical Computing.

. Bates D, Sarkar D (2007) Ime4: Linear Mixed-Effects Models Using S4 Classes.

R package version 0.9975-13 ed.

. Aureli F, de Waal FBM (2000) Natural Conflict Resolution. Berkeley: University

of California Press.

Aureli F, Schaffner C (2002) Empathy as a special case of emotional mediation
of social behavior. Behav Brain Sci 25: 23-24.

Arnold K, Whiten A (2001) Post-conflict behaviour of wild chimpanzees (Pan
troglodytes schweinfurthii) in the Budongo forest, Uganda. Behaviour 138: 649-690.
Singer T (2006) The neuronal basis and ontogeny of empathy and mind reading:
review of literature and implications for future research. Neurosci Biobehav Rev
30: 855-863.

Anderson C, Keltner D (2002) The role of empathy in the formation and
maintenance of social bonds. Behav Brain Sci 25: 21-22.

Cheney DL, Seyfarth RM (1997) Reconciliatory grunts by dominant female
baboons influence victims’ behaviour. Anim Behav 54: 409-418.

Judge PG, Mullen SH (2005) Quadratic postconflict affiliation among bystanders
in a hamadryas baboon group. Anim Behav 69: 1345-1355.

Dall SRX, Wright J (2009) Rich pickings near large communal roosts favor
‘gang’ foraging by juvenile common ravens, Corvus corax. PLoS ONE 4: ¢4530.
doi: 10.1371/journal.pone.0004530.

Marzluff JM, Heinrich B (1991) Foraging by common ravens in the presence
and absence of territory holders - an experimental analysis of social foraging.
Anim Behav 42: 755-770.

May 2010 | Volume 5 | Issue 5 | e10605



