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Vocal imitation is a hallmark of human spoken language, which, along with
other advanced cognitive skills, has fuelled the evolution of human culture.
Comparative evidence has revealed that although the ability to copy sounds
from conspecifics is mostly uniquely human among primates, a few distantly
related taxa of birds and mammals have also independently evolved this
capacity. Remarkably, field observations of killer whales have documented
the existence of group-differentiated vocal dialects that are often referred to
as traditions or cultures and are hypothesized to be acquired non-genetically.
Here we use a do-as-I-do paradigm to study the abilities of a killer whale to imi-
tate novel sounds uttered by conspecific (vocal imitative learning) and human
models (vocal mimicry). We found that the subject made recognizable copies
of all familiar and novel conspecific and human sounds tested and did so rela-
tively quickly (most during the first 10 trials and three in the first attempt).
Our results lend support to the hypothesis that the vocal variants observed
in natural populations of this species can be socially learned by imitation.
The capacity for vocal imitation shown in this study may scaffold the natural
vocal traditions of killer whales in the wild.

1. Introduction

Learning a previously unknown behaviour by observation from another individ-
ual [1] enables the non-genetic transfer of information between individuals and
constitutes a potential driver for the diffusion and consolidation of group-specific
behavioural phenotypes (i.e. traditions and cultures) [2,3]. Imitation of novel
sounds, also known as vocal production learning [4], and defined as learning
to produce a novel sound just from hearing it, is a core property of human
speech which has fuelled the evolution of another adaptation unique in our
species, human culture [5]. Although the ability to copy sounds from conspecifics
is widespread in birds, it is strikingly rare in mammals [4,6], and among primates
it is uniquely human [7,8] (but see [9]). Cetaceans are one of the few mammalian
taxa capable of vocal production learning. Several cetacean species in the wild
exhibit substantial behavioural diversity between sympatric groups in terms
of the acoustic features of their vocal repertoires (songs, calls) [10,11]. It has
been suggested that imitative learning may underpin these behaviours, with
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experimental evidence for the ability for sound imitation
demonstrated mainly in the bottlenose dolphin [11-13] and
recently in the beluga [14,15].

Among cetaceans, the killer whale (Orcinus orca) stands out
regarding vocal dialects in the wild [16]. Each matrilineal unit
or pod within a population has been documented to have a
unique vocal dialect, including a combination of unique and
shared call types [17-19]. These dialects are believed to be
transmitted via social learning [16—18], not only from mother
to offspring (vertical transmission), but also between matri-
lines (horizontal transmission) [18—21]. Moreover, the similar
acoustic features found between different populations in the
same area do not correlate with geographical distance [22].
As many of these group-differentiated signatures are not
explained by ecological factors or genetic inheritance, the
hypothesis that they may have been acquired by social
learning, particularly imitation, appears plausible [16—24].

Elucidating the precise mechanism of social learning
involved is difficult, however, particularly for acoustic com-
munication in wild populations. Although killer whales are
capable of learning novel motor actions from conspecifics
through imitation [25], the experimental evidence for vocal
production learning is still scarce in this species. There are
reports of killer whales in the field and in captive settings
suggesting that they can copy novel calls from conspecifics
[26,27], and even from heterospecifics such as bottlenose dol-
phins [28] or sea lions [24]. One Icelandic female was found
to match novel calls from a Northern Resident female with
whom she had been housed together for several years [26].
Two juvenile killer whales, separated from their natal pods,
were observed to mimic the barks of sea lions in a field study
[24]. Crance et al. [27] and Musser et al. [28] took advantage
of two unplanned cross-socializing experimental situations to
show that two juvenile males learned novel calls from an unre-
lated but socially close adult male, and three individuals
learned novel whistles from a dolphin, respectively.

However, as suggestive as these reports are, the lack of
experimental controls curtails the interpretation about the
underlying acquisition mechanisms. Experimental data are
needed to ascertain whether vocal learning is a plausible mech-
anism underlying the complexity of vocal traditions in wild
killer whales. However, to the best of our knowledge, not
even anecdotal reports exist about killer whales spontaneously
mimicking human speech similar to those reported in some
birds (e.g. parrots [29], mynahs [30]) and mammals (elephants
[31], seals [32], belugas [14]).

In most mammals, sound production occurs in the vocal
folds within the larynx (the sound source) and the supralaryn-
geal vocal tract, consisting of the pharyngeal, oral and nasal
cavities (the filter) [33]. In humans, this apparatus increases in
complexity due to the unusual neurological and motor control
that we can exert on these structures [33,34]. By contrast, toothed
cetaceans (e.g. killer whales, belugas and dolphins) have
evolved a pneumatic sound production in the nasal complex
passages (instead of the larynx) involving bilateral structures
such as a pair of phonic lips, that can operate as two independent
sound sources and filters [35,36]. This difference in the sound
production system between toothed cetaceans and humans
make the investigation of cetacean vocal production particularly
valuable for comparative analyses of flexible vocal production.

Here we report an experimental study of sound learning
and mimicry in a killer whale listening to familiar or novel
sounds uttered by a conspecific or a human model and

requested to reproduce them on command (‘Do this!"). The
do-as-I-do paradigm [37] involves the copying of another’s
untrained (familiar or novel) motor or vocal action using a
specific previously trained signal in the absence of results-
based cues. The do-as-I-do training method has been successfully
used in studies of primates, birds, dogs and two species of
cetaceans [12,25,38]. In fact, we used this method to test pro-
duction imitation of novel motor actions in this same group
of killer whales [25]. Ultimately, we wanted to test whether
production imitation learning may be a candidate to explain
the group-specific vocal patterns documented in wild killer
whale populations.

2. Material and methods
(a) Subjects

We tested a 14-year-old female killer whale (Orcinus orca), named
Wikie, housed at Marineland Aquarium in Antibes, France. The
conspecific model (Moana) was her own 3-year-old calf, born in
Marineland. Wikie had been trained for a variety of examination
and exercise behaviours with standard operant conditioning pro-
cedures and fish/tactile positive reinforcement. Her participation
in our previous action imitation study [25] meant that she
already knew the ‘copy’ command.

(b) Procedure

The study comprised three phases. Phase 1 involved retraining and
reinforcing the subject to respond to the gesture-based command
‘copy’ (‘Do that!) given by the trainer, which had been used 4
years earlier in the previous study of action imitation aforemen-
tioned [25]. Phase 2 involved testing the subject’s response to the
trainer’s copy command when the model uttered familiar vocaliza-
tions (n = 3 different sounds), that is, vocalizations that the subject
had already performed herself, either because she had been trained
with them or because they were part of her natural repertoire
(table 1). Finally, phase 3 involved testing the subject with novel
sounds (n=11 different sounds), that is, sounds that were
unknown to the subject in terms of neither having heard them,
nor having been uttered by her previously. To ensure that the unfa-
miliar sounds (conspecific and humans) were as different as
possible from what they had produced before we compared them
with 278 sound samples extracted from ‘Hodgins” sound recording
baseline of the vocal repertoire in this same group of killer whales
[39], where she had identified up to 11 distinct discrete call types
and we found none that match those in our sample of novel conspe-
cific or human sounds. In addition, before running the experiment
we recorded 28 h of in-air spontaneous sounds produced by the
killer whales during their free time to see if the subject (or any
other killer whale in the group) uttered sounds similar to the
novel sounds in our sample (further details are given in the elec-
tronic supplementary material). Phase 3 comprised two testing
conditions: a conspecific model (condition 1) and a human model
(condition 2). In condition 1, the subject first listened to a conspecific
model’s performance that included three familiar sounds and five
novel sounds (test trials), and then was signalled to copy them.
The sounds were presented in two formats: (1) performed by a
killer whale model live and (2) played through a speaker (e.g. con-
specific sounds like airy atonal sounds as ‘breathy” and ‘strong’
raspberries, or tonal whiny siren sounds like ‘wolf”). In condition
2, the subject also listened to three familiar and six other novel
sounds (test trials), but now they were produced by a human
model (e.g. human sounds like a human laugh ‘ah ah” or human
words like ‘one two’; electronic supplementary material, table S1
gives the complete description of each sound). In the two con-
ditions, the sounds were presented with the constraint that no
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Table 1. Total number of trials for each sound tested, number of trials until the model’s sound was judged to be copied by the subject (according to two [JEJ}
experimenters who listened to the sound recordings after the test and then confirmed by six independent observers) and percentage of correct trials since the
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more than three consecutive test trials of the novel sound could
occur in a row. In each session, a single novel sound was presented
to the subject at a time. We also interspersed the three familiar
sounds that had been used in the previous phases and control
trials consisting of ‘non-copy’ trials during which the subject’s trai-
ner did not make the copy sign and asked for any other trained
action that the subject regularly was requested to perform during
the aquarium shows. The subject was positively reinforced with
fish and/or tactile and voice reinforcement signals whenever she
yielded a correct response as judged in real time by two observers
(Wikie’s trainer and one experimenter), but only when she was
asked to copy familiar sounds or perform familiar actions (control
trials). During the test trials (novel sounds from conspecific and
human models), the subject received no rewards (or exper-
imenter-given feedback) regardless of her response, thus making
real-time judgments unnecessary. All the sounds were requested
and performed when the subject’s head was above the water
surface with her blowhole exposed.

Three different set-ups were used. (a) Conspecific live con-
dition: The two trainers (Tyy and Ts; M for model and S for
subject) were positioned on different sides of a wooden panel
2m long x 1.90 cm high placed in a position in which S and M
could see each other and their own trainer, but could not see
the other trainer’s commands. Ty; was positioned on the right

side of the panel, and Ts was on the left side; thus, the trainers
were in a position from which they were not able to see each
other’s signals either (figure 1). (b) Conspecific speaker condition:
two trainers were also required, one trainer held the speaker
and another (Ts) gave the copy command to the subject.
(¢) Human live condition; just one trainer was needed, as he
both uttered the sound and gave the ‘copy’ signal (figure 1).
Table 1 gives the complete list of sounds by phase and electronic
supplementary material, table S1 gives the description of sounds
(see audio samples in electronic supplementary material).

All sessions were videotaped and were recorded with Fostex
Fr2 and Zoom H-4N digital recorders and a Rode NTG-2 con-
denser shotgun microphone. To play the sounds in the speaker
condition, a sound launcher app for iOS ‘SoundPad Live” was
developed. The sounds were played through an iPad to an Ik
Multimedia ‘I Loud” portable Bluetooth speaker.

(c) Coding and data analysis

The analysis comprised two steps. In the first step we used a tra-
ditional method of categorization that consisted of using acoustic
inputs and making a selection of the sounds that looked more
similar [23,26,39-41]. That is, one experimenter listened to each
test trial, and scored whether the subject’s response correctly
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Figure 1. Experimental set-up. (a) Conspecific live condition. The two trai-
ners (Ty and Ts; M for model and S for subject) were positioned on different
sides of a wooden panel 2 m long x 1.90 cm high placed in a position in
which S and M could see each other and their own trainer, but could not see
the other trainer's commands. (b) Conspecific speaker condition. One trainer
holds the speaker and another (Ts) gave the copy command to the subject.
(c) Human live condition. Just one trainer was needed, as he both uttered the
sound and gave the ‘copy’ signal.

matched the sound uttered by the model. Six judges, blind to the
sound uttered by the model, listened to pair of sounds (model
and candidate copies) and were asked to judge if the copy
matched the model sample (scoring yes for correct matching
and no for non-matching) across six samples (three correct and
three incorrect, the latter chosen randomly from the pool of
sounds emitted by the subject) for each demonstrated sound.

Next, using a visual inspection of the waveform, we analysed
two time domain-related parameters, namely the number and
duration of bursts, of a random sample of five copies of each
novel vocalization using Adobe AuprtioN and then we calculated
the intra-class correlation coefficient (ICC) as a measure of concor-
dance between model and copy sounds. The ICC for absolute
agreement was estimated using a two-way random effects model.

We run an objective detailed analysis in which the demon-
strated and imitated sounds selected in the first step were
subjected to an analysis of matching accuracy using algorithms
implemented in MATLAB version 2014a, using the signal processing
toolbox version 6.21 (R2014a) and the additional code and scripts
designed by Lerch [42] (http://www.audiocontentanalysis.org/
code/). These analyses involved several steps.

First, we selected and extracted a subset of acoustic features
(e.g. statistics, timbre or quality of sound, intensity-related, tonal
or temporal) of both model-copy sounds. All of these features
were implemented using a 20 ms time window, using hamming
windowing, with an overlap of 50% (hop 10 ms). The challenge
was to select in an exploratory approach a subset of these features
in time and frequency domains that a priori seemed suitable for
comparing sounds made by two species that use the remarkably
different acoustic modes of production mechanisms aforemen-
tioned. The main features selected were as follows: (i) spectral
pitch contour ACF (autocorrelation function of the magnitude spec-
trum), which shows the evolution of the fundamental frequency
over time; (ii) time energy evolution, which allows us to compare
the evolution of the energy pattern over time between the
model’s and the subject’s acoustic signals (temporal regularity
and rhythm); and (iii) pitch class profile, a histogram-like 12-dimen-
sional vector (corresponding to the 12 notes of the diatonic musical
scale) with each dimension representing both the number of occur-
rences of the specific pitch class in a time frame and its energy or
velocity throughout the analysis block [42]. Figure 2 presents an
example of a waveform, spectrogram and pitch class profile of the
model and the copy of one human (tonal) novel sound and of
one conspecific (atonal) novel sound acoustic analyses. (See elec-
tronic supplementary material, figures S2-S4 for one example
for each spectral analysis for each of the main features selected
and for a complete list of all features selected.)

Second, once these features were selected, all the character-
istics of each frame were compacted into a single vector.
Finally, for the comparison it was necessary to then take into
account that these signals were of different duration. We used
a dynamic time warping (DTW) method to deal with the alignment
task, that is, with the operations of stretching and compressing
audio parts allowing similar shapes to match even if they are
out of phase in the time domain. DTW represents a family of
algorithms developed for the automated recognition of human
speech that allows for limited compression and expansion of
the time axis of a signal to maximize frequency overlap with a
reference signal [42]. DTW is a more robust distance measure
for time series capable of quantifying similarity (or dissimilarity)
in an optimal way [42] as, typically, a dissimilarity function is a
Euclidean distance measure that calculates and cumulates a cost
according to a correspondence function (where a zero cost indi-
cates a perfect match). That is, the higher the matching cost,
the more dissimilar (less similar) the two sequences.

DTW has been widely documented and used in digital signal
processing, artificial intelligence tasks such as pattern recognition
(e.g. sign and gestural language), music information retrieval and
signal processing, audio forensic or machine learning [42], and has
recently proved to be an excellent technique for assessing matching
accuracy between sounds produced by marine mammals and in
particular for automatic classification of killer whale call types
[43—45]. In the present study, DTW was used to measure dissimi-
larity of the aforementioned acoustic subset of features that were
previously selected between the audio signal of the demonstrated
sound and that of the subject, revealing the extent of alignment
or synchronization between both signals.

Finally, in order to establish relative comparisons between
any model-copy sound pair, a ‘dissimilarity index’ scale was
constructed, which allowed us to calibrate the distance measures
obtained in the DTW analyses and thus establish how similar or
dissimilar the two sounds (demonstrated sound and that of the sub-
ject sound) were in all the subsets of features selected. As the
dissimilarity index does not have a fixed upper limit, we rescaled
the index into an interval from 0 to 1 to quantitatively assess
the degree of dissimilarity. As in the non-rescaled version, 0 in
this scale represents a perfect copy (i.e. a sound compared with a
copy ofitself) and 1 represents maximum dissimilarity. To establish
this ceiling value (the top of the scale), we chose a main benchmark
value, technically referred to as ‘anchor’. As the value depends on
the particular vocalizations analysed, indices of dissimilarity were
calculated between four randomly chosen demonstration sounds
and copies uttered by the subject that corresponded to other differ-
ent demonstrated sounds. The benchmark value chosen was the
round score closest to the maximum found (940378 score for
‘Amy’ paired with ‘one two three’), which accordingly in this
case was rounded to 1000000 (see electronic supplementary
material for a complete list of DTW dissimilarity index scores).
The rescaled dissimilarity index represents the division of the accu-
mulated distance in relation to the distance value of the anchor of
dissimilarity. Among these same four pairs of different sounds
we also took the lowest score (the more similar) as another bench-
mark for what could be considered bad and good copies. Finally,
another benchmark was included to serve as a reference point for
what could be considered a ‘high-quality match” (i.e. a human
copying another human known word). For this we calculated the
dissimilarity index between the sound ‘hello’ produced by the
trainer and the experimenter’s copy of the same sound (figure 4).

3. Results

Inter-observer reliability of whether model and subject
sounds matched was high (Fleiss’s weighted «k: 0.8; p <
0.001; observed agreement = 0.90).
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Figure 2. (a) Waveform and spectrogram of the model (i) and the copy (ii) of the human (tonal) novel sound ‘HE'. Note the harmonic pattern in both signals. (b)
'HE’ pitch class profile of the model (i) and the copy (ii). (c) Waveform and spectrogram of the model (i) and the copy (ii) of the conspecific (atonal) novel sound ‘BR'".
Note the inharmonic pattern in both signals. (d) ‘BR’ pitch class profile of the model (i) and the copy (ii).

(a) Familiar sounds years before as indicated by her response in the first trial.
The subject correctly copied all of the trained sounds, either Phase 2 involved testing the subject’s response to the trainer’s
demonstrated by a conspecific or by a human. In phase 1, the copy command when the model uttered familiar sounds.

subject recalled the copy command given by the trainer 4 With the copy signal alone the sound ‘song’ was copied in the
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Figure 3. Dynamic time warping familiar and novel conspecific and human sounds (tonal and atonal). In both axes all the characteristic features of the signals are
aligned and the black line shows the shortest path (minimum distance) between the model and the subject sound streams. (a) DTW familiar sound ‘BL" (atonal) of
the model and the copy. (b) DTW familiar sound ‘BI' (tonal) of the model and the copy. () DTW novel sound ‘HE’ (tonal) of the model and the copy. (d) DTW novel

sound ‘BR" (atonal) of the model and the copy.

1st trial, ‘blow” was copied in the second trial (first session) and
‘birdy” was accurately matched in the 34th trial (sixth session).
Wikie reached the criterion for moving to the final experimental
phase (i.e. 90% correct trials on these intermixed familiar
sounds) in the seventh session. In phase 3 Wikie also copied
correctly all of the trained conspecific sounds uttered by a
human model in the transfer sessions (n =2) and in the first
trial. In sum, Wikie made recognizable copies of the demon-
strated sound judged in real time by two observers, Wikie’s
trainer and one experimenter, later confirmed by both after
listening to the recordings.

(b) Novel sounds

The subject produced recognizable copies of all of the
untrained sounds, either demonstrated by a conspecific or by
a human (as judged by two experimenters who listened to
the sound recordings after the test and then confirmed by six
independent observers). In the live conspecific condition, the
novel sounds (1 = 3) were copied before the 10th trial (strong
raspberry), with one sound copied in the second trial (‘creaking
door’), and the other in the third trial (‘breathy raspberry’).
In the conspecific through speaker condition, the novel sounds
(n = 2) were copied before the 17th trial (‘'wolf’), with the other
sound copied in the sixth trial (‘elephant’). In the conspecific
through human model condition, the novel sound tested (n = 1)

was copied in the first trial (strong raspberry). Finally, in the
human sound condition, the novel sounds (n = 6), although
they weren’t perfect copies, Wikie produced recognizable
copies of the human model sounds before the 17th trial (“ah
ah’), with two sounds copied in the first trial (‘hello” and
‘one, two, three”).

Visual examination of spectral patterns revealed a good
matching of the demonstrated sound and the subject’s copy
in several of the acoustic features analysed. For all sound par-
ameters tested, no differences were observed between the
model’s sound and the subject’s match in the fotal number of
bursts (Cohen’s k = 1, p < 0.0005). When tested with novel con-
specific sounds, a high concordance was found between burst
duration of the model’s sound and the subject’s copy (ICC:
0.79; p<0.001, n=231 bursts). When tested with human
sounds, a very high concordance between burst duration of
the model’s sound and the subject’s copy was found (ICC:
0.89; p <0.001, n = 65 bursts), showing better performance
compared to killer whale sounds.

In the automated quantitative analysis, the DTW showed
an optimal overlap represented by a diagonal line alignment
between both sounds (demonstrated and copy) in all the
examples for each sound judged by the experimenters as cor-
rect imitations in phase 1. This diagonal line alignment of the
‘shortest line” between both signals indicated similarity in all
features selected [42]. Figure 3 presents an example of a DTW
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Figure 4 Dynamic time warping dissimilarity index distribution. Distribution of the DTW dissimilarity index between the model and the copy for each vocalization;
familiar (blue dots), killer whale novel (green dots) and human novel (turquoise dots). Five control benchmarks (red dots) are also represented where the first one
corresponds to the ‘high-quality match” score (human-imitating-human benchmark) and the others correspond to the four randomly chosen incorrect copies (model
sounds paired with copies that corresponded to other different models). The horizontal red dotted line below the lowest incorrect random pair copy serves as a

benchmark for dividing the results between good and bad copies.

analysis in the matching of the subject and the human model
for the sound ‘hello” (tonal), the conspecific’s novel sound
‘breathy raspberry’ (atonal) and the familiar sounds ‘birdy’
(tonal) and ‘blow” (atonal) (see the electronic supplementary
material, figure S1 for one DTW example of all the other novel
sounds tested). Although the fundamental frequency of
copies made by human and killer whale models was remark-
ably dissimilar, the outline FO contours turned out to be very
similar. Figure 4 shows a representation of a DTW distance
dissimilarity index between the demonstrated sound and
the best match (the lowest DTW value) among the random
sample of five copies of each vocalization type of the subject
for each and every sound tested plus four ‘incorrect’ reference
control points (corresponding to randomly chosen demon-
strated sounds paired with copies that corresponded to
other different subjects” sounds) and another ‘high-quality
copy’ reference control point (human copying another
human known word; see the electronic supplementary
material for a complete list of DTW dissimilarity index
scores). Overall, expected matches (when demonstration
and copy were of the same sound type) did match, while
expected non-matches (when demonstration and copy were
of different sound types) did not. Specifically, we found

that copies of familiar conspecific sounds fell below a dissim-
ilarity index threshold (horizontal red dotted line below the
lowest incorrect random pair copy) that divided our results
into good or bad copies and most of them were close to the
‘high-quality match” score (human
anchor), with one score being below this value (‘blow’).
Copies of novel conspecific sounds were located very close
to this ‘high-quality match’ score and novel speech sounds
demonstrated by humans were distributed across the whole
range of good copies, with one even below this ‘high-quality
match’ benchmark. If we take as a criterion of matching accu-
racy the values obtained with familiar sounds from
conspecifics, we observe that except for the sound ‘blow’,
which is the simplest untrained sound consisting only of a
single burst of atonal voiceless breath (see electronic sup-
plementary material, second example on sound file no. 1),
the copies of novel conspecific sounds and three of novel
speech sounds ("Amy’, ‘hello’ and ‘ah ah’) were even more
closely matched than the tonal familiar conspecific sounds.
Finally, analysing the features selected for the DTW
analysis separately, the spectrogram analysis revealed that
Wikie produced harmonics when exposed to tonal sounds
(including human sounds), but not when exposed to atonal

imitating human
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or noisy sounds (figure 2; electronic supplementary material,
figures S2—-54).

4. Discussion

Although the subject did not make perfect copies of all
novel conspecific and human sounds, they were recognizable
copies as assessed by both external independent blind obser-
vers and the acoustic analysis. There was great variability in
the number of good copies produced after a sound was
copied for the first time (table 1). Possible factors that could
explain this variability are the difficulty in producing novel
sounds and some uncontrolled factors such as variation in
motivational levels across sessions. Additionally, our non-
differential reinforcement regime (good copies of novel
sounds were not reinforced to avoid shaping) may have also
contributed to this variability. Consequently, it is conceivable
that our data represent a conservative estimate of the killer
whale’s capacity for vocal imitation.

According to the DTW dissimilarity scale (figure 4), all the
copies of novel conspecific utterances fell below the dissimilar-
ity index threshold for good and bad copies (pairs of different
demonstrated and copied sounds randomly chosen) and most
of them were close or even fell below the ‘high-quality match’
score, as represented by the human-copying-human anchor.
Similarly, although three of the copies of human sounds
were only close to the dissimilarity index threshold for good
and bad copies (incorrect randomly paired copies), the other
three fell close to the ‘high-quality match’ score (human-copy-
ing-human anchor); that is, they were very accurate copies,
with one falling even below this benchmark. This accuracy
level is particularly remarkable given that the subject pos-
sessed a very different sound production system compared to
humans. Some parameters such as the fundamental frequency
were sometimes drastically different between the human
model and Wikie’s copies, but the outline FO contours were
nonetheless quite similar (figure 4).

Overall, the DTW analyses revealed that the accuracy of
copies was much higher when these were of the same sound
than when they involved a different sound, which strongly
suggests that the copies were specific to the demonstrated
sound. We believe that the subject’s responses represent a
case of vocal imitation rather than response facilitation, as the
latter form of social learning does not apply to individuals
reproducing a model’s novel sound [46]. Moreover, the subject’s
perfect performance in the control ‘non-copy’ trials (i.e. per-
forming a trained action or sound different from that of the
model) ruled out automatic response facilitation (i.e. copying
the model’s sound spontaneously) [46] because she only
copied what she was requested to do.

DTW analyses also revealed that the subject’s copies of novel
conspecific and human sounds were in most cases even more
accurate than were the copies of familiar sounds. Thus, in
three of the novel speech sounds (‘hello’, ’Amy” and ‘ah ah’),
the accuracy of the copies was even greater than the matching
accuracy of some of the familiar sounds uttered by the conspe-
cific model. Moreover, four copies of novel sounds were found
to be high-quality matches, as they were close to the benchmark
score of a human copy of the human sound, and one was even a
better match (see ‘breathy raspberry’ in figure 4). A greater
copying accuracy for novel compared to familiar sounds
might suggest that the cognitive mechanisms responsible for

producing familiar and novel sounds do not fully overlap. It [ 8 |

is possible that the matching of familiar sounds relies more
heavily on response facilitation than imitation where the sub-
ject’s copy is mainly shaped by the general characteristics of
the stored representation than by the sound’s specific individual
components. In contrast, learning to match a novel action or
sound might require the subject to carefully process the individ-
ual components of the auditory experience, which might
generate a better match. The subject’s matching accuracy is all
the more remarkable as she was able to accomplish it (a) in
the absence of extensive trial and error across all the experimen-
tal conditions, (b) in response to sounds presented in-air and
not in-water (the species’ usual medium for acoustic communi-
cation), and (c) through the use of a sound production system
that greatly differs from that of the model’s when matching
speech sounds [35,36]. Note that the subject readily matched
the harmonic quality of human tonal sounds (figure 2;
electronic supplementary material, figures S2—54). The anatom-
ical structures involved in sound production of cetaceans differ
from those used by terrestrial mammals and birds, in that
cetaceans are adapted to an aquatic lifestyle where the sound-
producing organs compress while diving because of water
pressure-related changes [35]. This has been hypothesized to
have favoured the development of vocal learning in marine
mammals as they need to have a substantial voluntary control
over sound production in order to successfully meet the
demands of reliably generating the same sounds at different
depths [47].

Our experimental findings lend support to the hypothesis
that the group-differentiated acoustic dialects that have been
documented in many field studies of killer whales [16-23]
and other cetaceans [10] can be acquired and maintained
through social learning and, more specifically, through imita-
tion. These results add to the growing database of socially
learned sounds reported in previous non-experimental and
experimental studies of killer whales and other cetaceans
(dolphins [11-13]; belugas [14,15]). Compared to the fission—
fusion societies of bottlenose dolphins, however, the social
systems of killer whales are reported to be more strongly struc-
tured and closed [10,16]. Thus, the well-developed propensity
of killer whales to copy what others are doing would be con-
sistent with the body of observations on group-specific
acoustic dialects, synchronized behaviour and sophisticated
cooperative strategies documented in this species [10].

The results reported here show that killer whales have
evolved the ability to control sound production and qualify as
open-ended vocal learners. It can be argued that because our
experimental design included in-air (rather than in-water)
sounds, the positive results obtained cannot directly reflect the
killer whale’s capacity for learning to copy underwater sounds
in their natural environment. However, our main objective was
to test whether the killer whales were capable of learning novel
sounds through imitative learning, regardless of the type of
sound (in-air versus in-water) and the model (conspecifics
versus heterospecifics). The atypical nature of the sounds that
we used represents a strength rather than a weakness in relation
to our main question because it evidences flexibility not just on
what is copied but on how is copied. With regard to what is
copied, our data show that killer whales can copy sounds outside
their usual repertoire—which is an important piece of infor-
mation if one wants to know not only what a species does, but
also what it can do, under a variable set of circumstances. With
regard to the issue of how it is copied, our data might indicate
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that the sensory —perceptual and cognitive skills recruited in imi-
tating in-air sounds are ancestral traits, dating back to the
terrestrial ancestors of cetaceans. Moreover, given the highly
derived state of the sound-producing apparatus uniquely
evolved by cetaceans, the imitative capacities found in this
study also underscore the fine-tuned ability of this species to
flexibly produce accurate matches of heterospecific in-air sounds.

Future experimental studies of imitation of in-water sounds
demonstrated by conspecifics are needed to firmly establish the
role of social learning in the killer whale’s vocal dialects in the
wild. Finally, we extended DTW analysis used in previous
studies [39,44,45,48] by incorporating several additional
features of killer whales” demonstrated and imitated sounds
into the algorithm. However, the results must be taken with
caution because the choice of features was exploratory. Further
studies are thus needed to standardize the assessment of the
matching accuracy of different sound features as well as the
validation of the dissimilarity index. Although we see great
potential in this analytical approach for comparative studies
of vocal learning, its applicability may vary depending on
the study’s objectives, the sounds investigated and the
species’s vocal production system.

Electronic supplementary material is available in the
online content of the paper and at https://figshare.com/s/
2991d28752ca0690e843. This includes the methods, raw
data, figures S1-S5 and 12 audio file examples (electronic
supplementary material, audio file S1: 3 conspecific familiar
sounds; electronic supplementary material, audio file S2.1-
S2.5: 5 conspecific novel sounds; electronic supplementary
material, audio file S3.1-S53.6: 6 human novel sounds).

Ethics. The Ethics and Animal Welfare Committee (CEBA-MEDUC) of n

the School of Medicine, Pontifical Catholic University of Chile, have
approved this research. This research adhered to the legal require-
ments of the country (France) in which the work was carried out
and Marineland institutional guidelines.

Data accessibility. This article has no additional data.

Authors” contributions. J.Z.A. conceived the study. J.Z.A., M.V.H.-L. and
J.C. designed the experiment, which was conducted by J.Z.A. and
M.V.H.-L. M.\V.H.-L. designed and carried out the data analyses
and interpretation. J.Z.A. and L.G. performed the sound analyses
and interpretation. J.Z.A. and M.V.H.-L. drafted the paper. J.Z.A.
and F.C. co-wrote the paper. J.C. and F.A. helped to write and
provided critical revisions and some of the ideas in the paper.
J.ZA., F.C, FA. and ].C. provided financial support. All the authors
have read and approved the final manuscript.

Competing interests. We declare we have no competing interests.

Funding. This project was conducted at the Marineland Aquarium
Antibes, France and supported by a Postdoctoral Scholarship FON-
DECYT no. 3140580 to J.Z.A. This study was partly funded by
project  grants  PSI2011-29016-C02-01, = PSI2014-51890-C2-1-P
(MINECO, Spain) and UCM-BSCH GR3/14-940813 (Universidad
Complutense de Madrid y Banco Santander Central Hispano) to F.C.

Acknowledgements. Special thanks are expressed to Andrea Hodgins for
sharing her data and making her thesis available to us and to Manuel
Castellote for his advice on sound analyses. We are grateful to the
directors of Parques Reunidos and the Marineland Aquarium of
Antibes, Jestus Fernandez and Jon Kershaw, for allowing us to con-
duct this research. Furthermore, we appreciate the work of head
coaches Lindsay Rubinacam and Duncan Versteegh, and the team
of orca trainers for their help and support. Special thanks are
expressed also to Amy Walton for her dedication and training of
the killer whale model Moana. Finally, we want to thank Francisco
Serradilla from Universidad Politécnica de Madrid for developing
the sound launcher app for iOS.

Seyfarth RM, Cheney DL. 2014 The evolution of
language from social cognition. Curr. Opin. Neurobiol.
28, 5-9. (doi:10.1016/j.conb.2014.04.003)

synthetic sounds and beluga sounds, by a
beluga (Delphinapterus leucas). Int. J. Comp.
Psychol. 27, 369—384.

References
Zentall TR. 2012 Perspectives on observational 9. Lameira AR, Hardus ME, Mielke A, Wich SA, 16. Filatova OA, Samarra FI, Deecke VB, Ford JK, Miller
learning in animals. J. Comp. Psychol. 126, 114. Shumaker RW. 2016 Vocal fold control beyond the PJ, Yurk H. 2015 Cultural evolution of killer whale
(doi:10.1037/20025381) species-speific repertoire in an orang-utan. Sci. Rep calls: background, mechanisms and consequences.
Boyd R, Richerson PJ, Henrich J. 2011 The cultural 6, 30315. (doi:10.1038/srep30315) Behaviour 152, 2001-2038. (doi:10.1163/
niche: why social learning is essential for human 10.  Whitehead H, Rendell L. 2014 The cultural lives of 1568539X-00003317)
adaptation. Proc. Nat/ Acad. Sci. USA 108(Suppl. 2), whales and dolphins. Chicago, IL: University of 17. Ford JK. 1991 Vocal traditions among resident killer
10 918-10 925. (doi:10.1073/pnas.1100290108) Chicago Press. whales (Orcinus orca) in coastal waters of British
Whiten A, Van Schaik CP. 2007 The evolution of 1. Janik VM. 2014 Cetacean vocal learning and Columbia. Can. J. Zool. 69, 1454—1483. (doi:10.
animal ‘cultures’ and social intelligence. Phil. communication. Curr. Opin. Neurobiol. 28, 60— 65. 1139/291-206)
Trans. R. Soc. B 362, 603—620. (doi:10.1098/rstb. (doi:10.1016/j.conh.2014.06.010) 18. Deecke VB, Ford JK, Spong P. 2000 Dialect change
2006.1998) 12. Herman LM. 2002 Vocal, social, and self-imitation in resident killer whales: implications for vocal
Janik VM, Slater PJB. 2000 The different roles of by bottlenosed dolphins. In Imitation in animals learning and cultural transmission. Anim. Behav. 60,
social learning in vocal communication. Anim. and artifacts (eds K Dautenhahn, C Nehaniv), 629-638. (doi:10.1006/anbe.2000.1454)
Behav. 60, 1-11. (doi:10.1006/anbe.2000.1410) pp. 63—108. Cambridge, MA: MIT Press. 19.  Miller PJ, Bain DE. 2000 Within-pod variation in the
Tomasello M. 2011 Human culture in evolutionary ~ 13. Richards DG, Wolz JP, Herman LM. 1984 Vocal sound production of a pod of killer whales, Orcinus
perspective. Adv. Cult. Psychol. 1, 5-51. mimicry of computer-generated sounds and vocal orca. Anim. Behav. 60, 617—628. (doi:10.1006/
Colbert-White EN, Corballis MC, Fragaszy DM. 2014 labeling of objects by a bottlenosed dolphin, anbe.2000.1503)
Where apes and songbirds are left behind: a (Tursiops truncatus). J. Comp. Psychol. 98, 10. 20. Filatova OA, Miller PJO. 2015 An agenthased model
comparative assessment of the requisites for speech. (doi:10.1037/0735-7036.98.1.10) of dialect evolution in killer whales. J. Theor. Biol.
Comp. Cog. Behav. Rev. 9, 1-28. (doi:10.3819/ccor. ~ 14. Ridgway S, Carder D, Jeffries M, Todd M. 2012 373, 8291. (doi:10.1016/j.jtbi.2015.03.020)
2014.90004) Spontaneous human speech mimicry by a cetacean. ~ 21. Weil BM, Symonds H, Spong P, Ladich F. 2011 Call
Hauser M, Chomsky N, Fitch WT. 2002 The language Curr. Biol. 22, R860—R861. (doi:10.1016/j.cub.2012. sharing across vocal clans of killer whales: evidence
faculty: what is it, who has it, and how did ?it 08.044) for vocal imitation? Mar. Mam. Sci. 27, E1-E13.
evolve? Science 298, 1569—1579. (doi:10.1126/ 15. Murayama T, lijima S, Katsumata H, Arai K. (doi:10.1111/}.1748-7692.2010. 00397)
science.298.5598.1569) 2014 Vocal imitation of human speech, 22. Filatova OA, Deecke VB, Ford JK, Matkin (O, Barrett-

Lennard LG, Guzeev MA, Burdin AM, Hoyt E. 2012
Call diversity in the North Pacific killer whale
populations: implications for dialect evolution and

L/LZ/L0T :S8T § 208 Y 20id  biorbuiysiigndfranosieforqdsi


https://figshare.com/s/2991d28752ca0690e843
https://figshare.com/s/2991d28752ca0690e843
https://figshare.com/s/2991d28752ca0690e843
http://dx.doi.org/10.1037/a0025381
http://dx.doi.org/10.1073/pnas.1100290108
http://dx.doi.org/10.1098/rstb.2006.1998
http://dx.doi.org/10.1098/rstb.2006.1998
http://dx.doi.org/10.1006/anbe.2000.1410
http://dx.doi.org/10.3819/ccbr.2014.90004
http://dx.doi.org/10.3819/ccbr.2014.90004
http://dx.doi.org/10.1126/science.298.5598.1569
http://dx.doi.org/10.1126/science.298.5598.1569
http://dx.doi.org/10.1016/j.conb.2014.04.003
http://dx.doi.org/10.1038/srep30315
http://dx.doi.org/10.1016/j.conb.2014.06.010
http://dx.doi.org/10.1037/0735-7036.98.1.10
http://dx.doi.org/10.1016/j.cub.2012.08.044
http://dx.doi.org/10.1016/j.cub.2012.08.044
http://dx.doi.org/10.1163/1568539X-00003317
http://dx.doi.org/10.1163/1568539X-00003317
http://dx.doi.org/10.1139/z91-206
http://dx.doi.org/10.1139/z91-206
http://dx.doi.org/10.1006/anbe.2000.1454
http://dx.doi.org/10.1006/anbe.2000.1503
http://dx.doi.org/10.1006/anbe.2000.1503
http://dx.doi.org/10.1016/j.jtbi.2015.03.020
http://dx.doi.org/10.1111/j.1748-7692.2010. 00397
http://rspb.royalsocietypublishing.org/

23.

24,

25.

26.

27.

28.

29.

30.

Downloaded from http://rspb.royalsocietypublishing.org/ on January 31, 2018

population history. Anim. Behav. 83, 595-603.
(doi:10.1016/j.anbehav.2011.12.013)

Yurk H, Barrett-Lennard L, Ford JKB, Matkin CO.
2002 Cultural transmission within maternal
lineages: vocal clans in resident killer whales in
southern Alaska. Anim. Behav. 63, 1103—1119.
(doi:10.1006/ anbe.2002.3012)

Foote AD, Griffin RM, Howitt D, Larsson L, Miller PJ,
Hoelzel AR. 2006 Killer whales are capable of vocal
learning. Biol. Lett. 2, 509—512. (doi:10.1098/rshl.
2006.0525)

Abramson JZ, Hemandez-Lloreda MV, Call J,
Colmenares F. 2013 Experimental evidence for action
imitation in killer whales (Orcinus orca). Anim. Cogn.
16, 11—22. (doi:10.1007/510071-012-0546-2)

Bain DE. 1986 Acoustic behavior of Orcinus:
sequences, periodicity, behavioral correlates and an
automated technique for call classification. In
Behavioral biology of killer whales (eds BC Kirkevold,
JS Lockard), pp. 335—371. New York, NY: Alan R. Liss.
Crance JL, Bowles AE, Garver A. 2014 Evidence for
vocal learning in juvenile male killer whales,
(Orcinus orca), from an adventitious cross-socializing
experiment. J. Exp. Biol. 217, 1229-1237. (doi:10.
1242/jeb.094300)

Musser WB, Bowles AE, Grebner DM, Crance JL.
2014 Differences in acoustic features of vocalizations
produced by killer whales cross-socialized with
bottlenose dolphins. J. Acoust. Soc. Am. 136,
1990—-2002. (doi:10.1121/1.4893906)

Pepperberg IM. 2010 Vocal learning in grey parrots:
a brief review of perception, production, and cross-
species comparisons. Brain. Lang. 115, 81-91.
(doi:10.1016/j.bandl.2009.11.002)

Klatt DH, Stefanski RA. 1974 How does a mynah
bird imitate human speech? J. Acoust. Soc. Am. 55,
822-832.7 (doi:10.1121/1.1914607)

31

33.

34.

35.

36.

37.

38.

39.

Stoeger AS, Mietchen D, Oh S, de Silva S, Herbst T,
Kwon S, Fitch WT. 2012 An Asian elephant imitates
human speech. Curr. Biol. 22, 2144—2148. (doi:10.
1016/j.cub.2012.09.022)

Ralls K, Fiorelli P, Gish S. 1985 Vocalizations and
vocal mimicry in captive harbor seals, Phoca
vitulina. Can. J. Zool. 63, 1050—1056. (doi:10.1139/
285-157)

Fitch WT. 2006 Production of vocalizations in
mammals. Vis. Commun. 3, 145.

Fitch WT, de Boer B, Mathur N, Ghazanfar AA. 2016
Monkey vocal tracts are speech-ready. Sci. Adv. 2,
€1600723. (doi:10.1126/sciadv.1600723)

Cranford TW, Amundin M, Norris KS. 1996
Functional morphology and homology in the
odontocete nasal complex: implications for sound
generation. J. Morph. 228, 223 -285. (doi:10.1002/
(SIC1)1097-4687(199606)228:3 << 223::AID-
JMOR1>3.0.00;2-3)

Tyack PL, Miller EH. 2002 Vocal anatomy, acoustic
communication and echolocation. In Marine
mammal biology: an evolutionary approach (ed. AR
Hoelzel), pp. 142—184. Oxford, UK: Blackwell
Science.

Hayes KJ, Hayes C. 1952 Imitation in a home-raised
chimpanzee. J. Comp. Physiol. Psychol. 45,
450-459. (doi:10.1037/h0053609)

Abramson JZ, Hernandez-Lloreda MV, Esteban JA,
Colmenares F, Aboitiz F, Call J. 2017 Contextual
imitation of intransitive body actions in a Beluga
whale (Delphinapterus leucas): a “do as other does”
study. PloS ONE 12, €0178906. (doi:10.1371/
journal.pone.0178906)

Hodgins-Davis A. 2004 An analysis of the vocal
repertoire of the captive killer whale population at
Marineland of Antibes, France. Thesis, Wellesley
College, Wellesley, MA.

40.

4.

42.

43.

4,

45.

46.

47.

48.

Ford JK. 1989 Acoustic behaviour of resident killer m

whales (Orcinus orca) off Vancouver Island, British
Columbia. Can. J. Zool. 67, 727-745. (doi:10.1139/
289-105)

Deecke VB, Ford JK, Spong P. 1999 Quantifying
complex patterns of bioacoustic variation: use of a
neural network to compare killer whale (Orcinus
orca) dialects. J. Acoust. Soc. Am. 105, 2499-2507.
(doi:10.1121/1.426853)

Lerch A. 2012 An introduction to audio content
analysis: applications in signal processing and music
informatics. Hoboken, NJ: John Wiley & Sons, Inc.
Deecke VB, Janik VM. 2006 Automated
categorization of bioacoustic signals: avoiding
perceptual pitfalls. J. Acoust. Soc. Am. 119,
645-653. (doi:10.1121/1.2139067)

Brown JC, Miller PJ. 2007 Automatic classification
of killer whale vocalizations using dynamic time
warping. J. Acoust. Soc. Am. 122, 1201-1207.
(doi:10.1121/1.2747198)

Byrne RW. 2002 Imitation of novel complex actions:
what does the evidence from animals mean? Adv.
Study Behav. 31, 77—-105. (doi:10.1016/50065-
3454(02)80006-7)

Hoppitt W, Laland KN. 2008 Social processes
influencing learning in animals: a review of the
evidence. Adv. Study Behav. 38, 105—165. (doi:10.
1016/50065-3454(08)00003-X)

Tyack PL, Sayigh LS. 1997 Vocal leaming in
cetaceans. In Social influences on vocal
development (eds CT Snowdon, M. Hausberger), pp.
208-233. Cambridge, UK: Cambridge University
Press.

Brown JC, Hodgins-Davis A, Miller PJ. 2006
(lassification of vocalizations of killer whales using
dynamic time warping. J. Acoust. Soc. Am. 119,
EL34 - EL40. (d0i:10.1121/1.2166949)

LZLZLL0T 8T g 20S Yy o0id  biobuiysigndAianosiedorqdss


http://dx.doi.org/10.1016/j.anbehav.2011.12.013
http://dx.doi.org/10.1006/ anbe.2002.3012
http://dx.doi.org/10.1098/rsbl.2006.0525
http://dx.doi.org/10.1098/rsbl.2006.0525
http://dx.doi.org/10.1007/s10071-012-0546-2
http://dx.doi.org/10.1242/jeb.094300
http://dx.doi.org/10.1242/jeb.094300
http://dx.doi.org/10.1121/1.4893906
http://dx.doi.org/10.1016/j.bandl.2009.11.002
http://dx.doi.org/10.1121/1.1914607
http://dx.doi.org/10.1016/j.cub.2012.09.022
http://dx.doi.org/10.1016/j.cub.2012.09.022
http://dx.doi.org/10.1139/z85-157
http://dx.doi.org/10.1139/z85-157
http://dx.doi.org/10.1126/sciadv.1600723
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1002/(SICI)1097-4687(199606)228:3%3C223::AID-JMOR1%3E3.0.CO;2-3
http://dx.doi.org/10.1037/h0053609
http://dx.doi.org/10.1371/journal.pone.0178906
http://dx.doi.org/10.1371/journal.pone.0178906
http://dx.doi.org/10.1139/z89-105
http://dx.doi.org/10.1139/z89-105
http://dx.doi.org/10.1121/1.426853
http://dx.doi.org/10.1121/1.2139067
http://dx.doi.org/10.1121/1.2747198
http://dx.doi.org/10.1016/S0065-3454(02)80006-7
http://dx.doi.org/10.1016/S0065-3454(02)80006-7
http://dx.doi.org/10.1016/S0065-3454(08)00003-X
http://dx.doi.org/10.1016/S0065-3454(08)00003-X
http://dx.doi.org/10.1121/1.2166949
http://rspb.royalsocietypublishing.org/

	Imitation of novel conspecific and human speech sounds in the killer whale (Orcinus orca)
	Introduction
	Material and methods
	Subjects
	Procedure
	Coding and data analysis

	Results
	Familiar sounds
	Novel sounds

	Discussion
	Ethics
	Data accessibility
	Authors’ contributions
	Competing interests
	Funding
	Acknowledgements
	References


