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Abstract
Background Which mammals show vocal learning abilities, e.g., can learn new sounds, or learn to use sounds in 
new contexts? Vocal usage and comprehension learning are submodules of vocal learning. Specifically, vocal usage 
learning is the ability to learn to use a vocalization in a new context; vocal comprehension learning is the ability to 
comprehend a vocalization in a new context. Among mammals, harbor seals (Phoca vitulina) are good candidates 
to investigate vocal learning. Here, we test whether harbor seals are capable of vocal usage and comprehension 
learning.

Results We trained two harbor seals to (i) switch contexts from a visual to an auditory cue. In particular, the seals 
first produced two vocalization types in response to two hand signs; they then transitioned to producing these 
two vocalization types upon the presentation of two distinct sets of playbacks of their own vocalizations. We 
then (ii) exposed the seals to a combination of trained and novel vocalization stimuli. In a final experiment, (iii) we 
broadcasted only novel vocalizations of the two vocalization types to test whether seals could generalize from the 
trained set of stimuli to only novel items of a given vocal category. Both seals learned all tasks and took ≤ 16 sessions 
to succeed across all experiments. In particular, the seals showed contextual learning through switching the context 
from former visual to novel auditory cues, vocal matching and generalization. Finally, by responding to the played-
back vocalizations with distinct vocalizations, the animals showed vocal comprehension learning.

Conclusions It has been suggested that harbor seals are vocal learners; however, to date, these observations had 
not been confirmed in controlled experiments. Here, through three experiments, we could show that harbor seals are 
capable of both vocal usage and comprehension learning.
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Background
Vocal learning comprises contextual learning and pro-
duction learning, both of which rely on experience [1]. 
Vocal production learners can modify innate vocaliza-
tions or innovate/imitate novel ones [2]. Vocal contextual 
learning manifests in two different forms: Understand-
ing that an innate or learned vocalization has a different 
function depending on context is classically termed com-
prehension learning while using a vocalization in a novel 
context is termed usage learning [1, 3]. Learning to vocal-
ize in the presence of an arbitrary stimulus (e.g., a hand 
sign) is an example of vocal usage learning; instead, com-
prehension learning requires the association of a vocal-
ization with an action (i.e., a response) [4].

Vocal learning is a building block of human speech, 
which in turn requires the ability to learn, produce, and 
interpret complex signals, depending on context and 
experience [5]. The comparative approach, investigating 
related abilities in related species, can provide insight 
into the evolution of speech and vocal learning in gen-
eral. Vocal learning is much researched in birds, espe-
cially songbirds and parrots. Both African grey parrots 
(Psittacus erithacus) (for a review see Pepperberg 2010) 
[7] and budgerigars (Melopsittacus undulatus) [8–9] are 
highly skilled vocal learners who demonstrated their 
abilities for vocal production and contextual learning in 
a series of operant conditioning studies. In mammals, 
vocal production learning is much rarer than in bird 
species, but contextual learning occurs in a wider range 
of animal species [1, 10]. Vervet monkeys (Chloroce-
bus pygerythrus) learn to use acoustically different calls 
depending on the type of predator [11] or individual, as is 
the case in dolphin (Tursiops truncatus) signature whis-
tles [12, 13]. The latter is further a remarkable example of 
vocal production learning, as signature whistles develop 
through experience [14]. Vocal usage learning was shown 
in e.g., bats [e.g., Phyllostomus discolor; 15], elephants 
[e.g., Loxodonta africana; 16], toothed whales [e.g., Del-
phinapterus leucas; 17] and passerine birds [e.g., Dicru-
rus paradiseus; 18]. As these examples demonstrate, 
while vocal learning is rare, it is present in a diverse range 
of phylogenetically distant species.

An especially good model for the comparative study of 
vocal learning are phocids (or true seals): Phocids have 
good articulatory and breathing control and produce 
some of their vocalizations through their larynx [19–21]. 
Beyond their comparative and translational value, seals’ 
vocal learning abilities, both production and contex-
tual, can provide insight into the species’ communica-
tion. Two prominent species of investigation are grey 
seals (Halichoerus grypus) [20, 22–25] and harbor seals 
(Phoca vitulina) [21, 26–31]. While no dedicated experi-
ments investigated the extent of this ability in harbor 
seals (see below), grey seals’ vocal learning abilities were 

investigated in detail [20, 22–24]. Vocal usage learning 
can be dissected into at least four levels: calling on cue, 
calling and refraining from calling on cue, respond-
ing to a cue with a specific call from the repertoire, and 
responding to the playback of an untrained cue with a 
call of the same class [17, 22]. Two grey seals learned the 
first three levels of usage learning, but failed at general-
izing to novel stimuli, perhaps due to the limited train-
ing repertoire in the study. The study was repeated and 
extended with a female grey seal that was trained to 
vocally match two different call types [23]. Not only did 
the seal learn this discrimination task, she also general-
ized to novel acoustic stimuli. Inspired by these studies, 
two harbor seals were successfully trained to vocalize and 
refrain from vocalizing on distinct visual cues and emit 
two different vocalizations upon presentation of distinct 
visual cues [32]. However, it remains unclear whether 
harbor seals are also capable of call matching, generaliza-
tion, and vocal comprehension learning.

Harbor seals already vocalize during puppyhood; they 
emit so-called mother attraction calls [33]. Adult males 
are vocally more active than adult females, which is 
reflected in their seasonal courtship display [34]. Male 
harbor seals are hypothesized to “sing songs” [29, 35], 
which consist of ‘roar’ series and potentially other vocal-
izations [36], alongside bubble blowing and flipper slap-
ping [37–39]. Adult females instead rarely vocalize, 
mostly during agonistic interactions [36, 40]. Despite 
various preceding studies strongly contributing to our 
understanding of harbor seal vocal communication [34, 
36, 39, 40], the extent to which harbor seals can adjust 
their vocalizations in production and context remains 
largely unexplored. The ability to discriminate among 
vocal cues is of ecological importance to many species 
that rely on vocal communication; the same may hold 
for the harbor seal, a species that uses not only visual but 
also acoustic signals for their territorial display.

It is widely assumed that harbor seals are vocal usage 
and production learners [19, 28, 31, 41]; however, to 
date, these observations have not been confirmed in 
controlled experiments. Most of these studies refer to 
attempts to shape vocalizations through operant con-
ditioning [19, 41], or the imitative abilities of Hoover, a 
human-raised harbor seal [28, 31, 41]. Indeed, Hoover’s 
mimicking abilities are unmatched in the non-human 
mammal world. Hoover’s case is a ‘black boxed’ example 
of vocal production learning: His vocal behavior has been 
reported many times [28, 31, 42–44], but the underlying 
learning mechanisms remain unknown [28, 29]. How-
ever, a somewhat detailed case study demonstrates how 
one seal’s vocalization can be shaped to produce a novel 
sound upon presentation of a discriminative stimulus, 
thereby demonstrating usage learning [41]. Despite this 
being an important first insight, important details of the 
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experimental setup, such as the amount of sessions, the 
number of trials per session, and the presence of a learn-
ing criterion are missing [41]. These details could provide 
a window into the mechanics of vocal learning.

A popular method to investigate contextual learning is 
based on operant conditioning [1, 10, 41]. Operant condi-
tioning increases or decreases the frequency of a behav-
ior depending on whether the behavior is reinforced or 
punished [45]. Pairing a cue, a so-called discriminative 
stimulus (e.g., a hand gesture), with the desired behavior 
(e.g., a vocalization) and reinforcing that behavior in the 
presence of the cue leads to the association between the 
two. This way, an animal can learn to vocalize in a spe-
cific context (e.g., presenting the cue; vocal usage learn-
ing) or to respond in a certain way upon presentation of 
a specific vocalization (e.g., broadcasting the cue; vocal 
comprehension learning). The ability of harbor seals 
to vocalize upon presentation of a hand sign has been 
reported in a case study before [41] and was recently 
more quantitatively assessed [32]. A more complex con-
textual learning task than the mere association of one or 
two vocalizations with a visual cue [32] is that of vocal 
matching, which requires two different vocalizations and 
learning to respond in a novel context (i.e., respond to an 
auditory as opposed to a visual cue) [22, 23]. Here, the 
animal is asked to respond to the playback of one out of 
2 or more vocalizations (cue) with a vocalization of the 
same type [17, 22]. This approach enables the assessment 
of both contextual learning submodules: vocal usage and 
comprehension learning.

To test for auditory generalization and to assess con-
textual learning in a double-blind study, we tested 
whether individual harbor seals could switch the context 
of trained vocal responses [32] from visual to auditory 
(contextual learning) and if they could generalize from 
trained to novel auditory stimuli. Auditory generalization 
occurs when a conditioned behavior (e.g., a vocalization) 
to a trained stimulus is also elicited by a novel, uncondi-
tioned stimulus [46]. This ability is crucial to vocal com-
munication and has been shown in the closely related 
grey seal [23]. To test for auditory generalization, novel 
stimuli of the same categories are presented to the animal 
[22]; these novel stimuli only share some perceptual fea-
tures with the conditioned stimuli [47].

Through playbacks of harbor seals’ own vocalizations, 
we tested for the ability of usage and comprehension 
learning, as well as auditory generalization. In three indi-
vidual call matching experiments, we tested whether the 
seals could learn to (i) correctly respond to a trained set 
of playback stimuli of the vocal types 1 and 2, (ii) cor-
rectly respond to a combination of trained and untrained 
playback stimuli, and (iii) generalize their responses to 
entirely novel playback stimuli.

Results
Two seals participated in three experiments testing their 
abilities for vocal usage and comprehension learning. In 
Experiment 1, the seals were trained to respond to sets 
of playback stimuli consisting of their own vocalizations. 
These vocalizations consisted of two types per seal (Type 
1 and Type 2), which were termed E1/E2 (seal E), and J1/
J2 (seal J), and were previously trained [32]. Subsection 
‘Stimulus selection’ in Methods discusses how vocaliza-
tion types differed from each other. In Experiment 2, the 
seals were exposed to a combination of trained and novel 
stimuli. In Experiment 3, only novel vocalizations of the 
two vocalization types were played back to test whether 
the seals could generalize from the trained set of stimuli 
to only novel items of a given vocal category. The seals’ 
performance was assessed through a learning criterion 
(LC) of reaching 80% correct choices in four consecutive 
sessions in each experiment.

Both seals reached the LC in all three experiments in 
≤ 16 sessions (Fig. 1). The seals demonstrated both types 
of vocal contextual learning: usage learning and compre-
hension learning. This is reflected in the seals’ ability to 
use different vocalizations accordingly (vocal usage learn-
ing) and to appropriately respond to the novel context of 
their own vocalizations’ playback (vocal comprehension 
learning). Additionally, they demonstrated the ability for 
auditory generalization by correctly responding to novel 
stimuli in the third experiment.

Experiment 1: discrimination of trained stimuli
In Experiment 1, we tested whether the seals could 
vocally match a set of auditory playback stimuli consist-
ing of their own, previously recorded vocalizations. For 
this, the seals heard 20 individual stimuli, one per trial, 
resulting in 20 trials per session (10 per vocalization type, 
see subsection Experiment 1 in Methods).

Both seals successfully learned to discriminate the 
auditory cues and respond to each playback type with the 
corresponding vocalization type (Fig.  1). Seal E reached 
the learning criterion within 5 sessions (exact probability 
calculation, p < 0.0001; see Methods), seal J reached the 
learning criterion within 4 sessions (exact probability cal-
culation, p < 0.0001).

Experiment 2: transition from trained to untrained stimuli
Experiment 2 served as transition to Experiment 3, test-
ing whether the seals had either memorized the priorly 
learned stimuli individually, or generalized to “types” of 
vocalizations. Therefore, the seals were introduced to 
20 novel stimuli per session (10 per vocalization type), 
which were sampled from a pool of 200 stimuli that 
were never played back to them before the start of this 
experiment (see subsection Experiment 2, in the Meth-
ods section). Additionally, 10 of the trained stimuli (5 per 
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vocalization type) were randomly interspersed with the 
new stimuli and played back to the seals, resulting in 30 
trials/session.

Both harbor seals could generalize vocalizations 
according to type (Fig.  1). Seal E reached the learning 
criterion within 6 sessions (exact probability calculation, 
p < 0.0001), and seal J within 8 sessions (exact probability 
calculation, p < 0.0001).

Seals correctly responded to both trained stimuli and 
novel, untrained stimuli. Seals’ responses were not sig-
nificantly more correct for either the old or the novel 
stimuli (seal E: Fisher’s exact test, prior odds ratio = 1.378, 
p > 0.05; seal J: Fisher’s exact test, prior odds ratio = 1.169, 
p > 0.05). Crucially, both seals’ responses to the novel 
stimuli subset alone were also significantly more often 
correct than incorrect (seal E: binomial test, n = 120, 
k = 99, p < 0.0001; seal J: binomial test, n = 160, k = 126, 
p < 0.0001). After having reached the learning criterion, 
there was a ten-day break from experiments. In order 
to refresh the experimental task after this break, seal 
J received four extra sessions with stimuli from Experi-
ment 2, before moving on to Experiment 3.

Experiment 3: generalization of novel stimuli
In Experiment 3, the seals were asked to respond to 
entirely novel stimuli of the same vocalization types con-
sisting of 20 trials/session. These stimuli consisted of their 
own, recorded vocalizations, and had never been played 
back to them before, nor were they repeated during the 
experiment. The seals were able to generalize beyond 
trained (Experiment 1) and both trained and untrained 
(Experiment 2) stimuli; seal E reached the LC within 5 
sessions (exact probability calculation, p < 0.0001), seal J 
reached the LC within 16 sessions (exact probability cal-
culation, p < 0.0001).

Vocal type preferences
To test whether the seals showed any vocal type prefer-
ences that could have had an influence on the experi-
ment and its results, we tested whether they responded 
with one vocal type more often than the other (i) over 
all trials, (ii) within correct trials, and (iii) within incor-
rect trials. None of the seals showed significant response 
preferences (i) over all trials (seal E: binomial test, 
n = 379, k = 195, p > 0.05; seal J: binomial test, n = 640, 
k = 325, p > 0.05), (ii) within correct trials (seal E: bino-
mial test, n = 314, k = 160, p > 0.05; seal J: binomial test, 

Fig. 1 The learning curves of seal E (above) and seal J (below) show that their performance reached the learning criterion (dashed horizontal line) in 
every experiment. The y-axis depicts the correct choices in % in each session. The solid horizontal line represents the chance level, i.e., the expected 
performance when randomly guessing. The dotted learning curve in Experiment 2 depicts the correct responses to only the novel stimuli. The stars (****) 
indicate a p-value of < 0.0001 of reaching the learning criterion within the observed number of sessions. For a learning curve of the training phase, see 
Figure S1
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n = 523,  k = 264, p > 0.05), or (iii) within incorrect trials 
(seal E: binomial test, n = 65, k = 35, p > 0.05; seal J: bino-
mial test, n = 117, k = 61, p > 0.05).

Response parameters
The recorded responses were acoustically and statisti-
cally compared to the pre-experimental vocalizations, 
to test if the two vocalization types remained acousti-
cally distinguishable over the course of the experiment. 
This revealed that the distinguishing parameters, which 
were used to make a quantitative distinction between 
each seal’s respective vocalization type (see Methods 
section below), had slightly but statistically significantly 
shifted (Mann-Whitney U test, p < 0.0001 for all acous-
tic parameters, except for dominant frequency of J1, 
p < 0.05). However, the two vocalization types of both 
seals remained distinct and recognizable (see Figs. 2 and 
9).

To quantitatively probe a potential difference between 
the pre-experimental vocalizations and experimen-
tal responses (see Figs.  2 and 9), we analyzed the effect 
of vocalization type (E1/E2 and J1/J2) and experimen-
tal stage (pre/post) on parameter values using a 2-way 
ANOVA [statsmodel Python library; 48]. This revealed 
that a higher amount of the acoustic parameters’ 
observed variance is explained by vocalization type as 
opposed to experimental stage, demonstrating the dis-
tinctiveness of vocalizations (see Table  1). However, 
more of the parameter duration’s variance is explained by 
experimental stage than by vocalization type (see Dura-
tion for further analyses).

To visually confirm that both vocalization types could 
still be told apart clearly and were thus assigned correctly 
by the experimenter, we conducted a principal compo-
nent analysis (PCA). The PCA revealed that the distribu-
tion of the investigated acoustic parameters had indeed 
shifted, though they did so similarly in both vocalization 
types (see Fig. 2). The response vocalization types appear 
at least equally distant as the pre-experimental vocaliza-
tions (see Fig. 3) which may explain why seals could dis-
criminate between the vocalization types.

Fig. 2 Post-experimental distribution of the distinguishing parameters. Dashed lines highlight the pre-experimental threshold used to filter out unclear 
stimuli and are determined as the percentile where both parameter distributions overlap (see Stimulus selection)

 

Table 1 For almost all acoustic parameters, more of the 
observed variance is explained in a 2-way ANOVA (as given 
by the sum of squares) by the seals’ vocal type than by the 
experimental stage. Marked in bold are the distinguishing 
parameters (see subsections ‘Stimulus selection’ and ‘Response 
parameters’)
Acoustic 
Parameter

Seal E Seal J
Sum Sq 
Vocal 
Type

Sum Sq 
Experi-
mental 
Stage

Sum Sq 
Vocal 
Type

Sum Sq 
Experi-
mental 
Stage

Spectral Center of 
Gravity

1.31 × 108 1.90 × 10⁷ 9.36 × 107 2.54 × 106

Percentage Voiced 114 2.85 114 0.213
Median 
Harmonicity

457 × 102 771 5.99 × 104 9.12 × 103

Dominant 
Frequency

6.61 × 106 2.46 × 10⁷ 2.03 × 108 1.48 × 106

Duration 0.785 12.4 7.05 15.1
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Duration of vocalizations
During the experiments and analyses, we noticed a pos-
sible drop in the responses’ duration over time. We 
assessed and quantified this by comparing the pre-exper-
imental vocalizations with the response vocalizations 
during the experiment. The analysis revealed that the 
duration of seal E’s emissions decreased significantly for 
both vocalization types (see Fig. 4). The median duration 
of vocalization E1 dropped from 0.56s to 0.28s (Mann-
Whitney U test, U = 103892.5, p < 0.0001); the median 
duration of vocalization E2 decreased from 0.61s to 0.45s 
(Mann-Whitney U test, U = 76580.5, p < 0.0001).

Seal J’s response duration also decreased significantly 
for both vocalization types (see Fig.  4). The median 

duration of vocalization J1 dropped from 0.53s to 0.32s 
(Mann-Whitney U test, U = 336770.5, p < 0.0001); the 
median duration of vocalization J2 decreased from 0.43s 
to 0.32s (Mann-Whitney U test, U = 158615.5, p < 0.0001).

Discussion
All harbor seals learned each task in ≤ 16 sessions (Fig. 1), 
demonstrating vocal usage and comprehension learning 
under controlled conditions. Further, both seals showed 
the ability to generalize beyond trained stimuli. These 
results echo those from a grey seal who could vocally 
respond to trained stimuli and generalize to novel stimuli 
of the same call classes [23].  Qualitatively, while seal E 
learned all tasks equally fast (five, six and, five sessions 

Fig. 3 PCA visualization of the distribution of pre-experimental vocalization types (left) and the experimental responses (right). The color indicates the 
type of the vocalization (Type 1 and Type 2, respectively)
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for Experiments 1–3, respectively), seal J’s performance 
fluctuated considerably (four, eight, and sixteen sessions 
for Experiments 1–3, respectively). There are several pos-
sible explanations for this observed discrepancy in seal 
J’s learning times. Call matching tasks qualify as com-
plex vocal usage learning [1, 22, 49]); perhaps our tasks 
imposed different cognitive demands on the two individ-
uals. Alternatively, attentional or non-cognitive factors 
may have influenced their performance; anecdotally, seal 
E appeared more focused and eager to participate in the 
experiments, while seal J appeared sometimes nervous 
and reluctant to participate.

In Experiment 1, the seals successfully switched from 
a visual to an auditory cue, i.e., they reliably responded 
to novel cues from a different modality. This reflects their 
ability to vocally learn; in fact, the definition of vocal 
learning includes associating an already existing vocal-
ization with a novel context. Considering the long train-
ing phase (see Fig. S1), this task took the longest to learn. 
An underlying reason may be the comparatively complex 
setup of Experiment 1. Instead of using a less demand-
ing setup with ten identical stimuli of Type 1, and ten 
identical stimuli of Type 2, we used 10 instances of Type 
1 stimuli and 10 instances of Type 2 stimuli. This large 
training set might have made the task more demanding, 
but served as a suitable preparation for the later follow-
ing vocal generalization task [see 22 for a discussion on 
training set size]. Nevertheless, both seals learned to dis-
criminate the acoustic stimuli and correctly respond to 
them.

In Experiment 2, the animals responded correctly to a 
combination of both trained and untrained stimuli (with 
replacement), within six (seal E) and eight (seal J) ses-
sions. Both seals answered the untrained stimuli subset 

significantly more often correctly than incorrectly and 
already started with a high success rate; this suggests that 
they succeeded at vocal type matching, rather than hav-
ing memorized individually trained stimuli and respond-
ing accordingly. This is further supported by the finding 
that they did not answer significantly more correctly to 
trained than to untrained stimuli. In other words, if the 
seals had memorized all trained stimuli of Experiment 1, 
we would expect the seals to perform significantly worse 
on the untrained stimuli, which was not the case.

Experiment 3 showed that the seals were able to gen-
eralize beyond a trained set of stimuli. Only novel stim-
uli were broadcasted to the animals, each of which was 
played back only once during this whole experiment. Seal 
E reached the LC within relatively few sessions (5 ses-
sions), while seal J needed more time to learn the task (16 
sessions). Irrespective of the number of sessions needed 
to learn, both seals showed that they are capable of audi-
tory generalization. This may not be surprising as the 
abilities to categorize and generalize are cognitively fun-
damental [44, 47]: they enable to organize information 
efficiently, to identify similarities (and/or differences) 
among discriminable stimuli and to form categories [50]. 
Our findings indicate that harbor seals learn to distin-
guish between auditory cues, potentially based on their 
similarity, and transfer this distinction to novel stimuli. 
Such capacities might be crucial for recognising e.g., ter-
ritorial sounds, such as flipper slapping, which are an 
integral component of harbor seals’ agonistic interac-
tions and territory display [51]. For example, harbor seals 
might use the vocalizations of opponents to identify and 
react to intruders of their territory [52]. The ability to dis-
tinguish between auditory cues, which we report here, is 
crucial for such responses.

Fig. 4 The distributions of the pre-experimental vocalizations’ (dark, ‘pre-experimental’) and responses’ (light, ‘experimental response’) duration for seal E 
and seal J show a significant drop in vocalization duration. Stars indicate significance level (****: p < 0.0001)
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Beyond generalization, both seals reacted differently 
to the two distinct vocalization types. This demonstrates 
vocal comprehensionlearning, i.e. learning to understand 
the novel “meaning” of vocalizations [1]. Not only did 
the seals learn to react to the broadcasted vocalizations, 
they also learned to respond differently depending on the 
type of the broadcasted vocalization. This ability was pre-
viously shown in a closely related species, the grey seal 
[23], where the tested seal succeeded at call generaliza-
tion in an extended study of a previously failed experi-
ment [22]. Stansbury and colleagues [23] pointed out that 
they used a considerably larger training set than Shap-
iro et al. [22], which underpinned our decision to use a 
relatively large training set in Experiment 1. The tested 
grey seal even generalized beyond her own vocalizations: 
she responded with matching call types to calls of other 
grey seals [53]. Unfortunately, we could not integrate this 
promising approach in our study, as no pair of seals in 
our subject pool produced overlapping vocalizations.

Upon comparison of the acoustic parameters of pre-
experimental vocalizations and vocal responses (see 
Figs.  2 and 3, and 9), we detected some differences in 
acoustic parameters between pre-experimental vocaliza-
tions and experimental responses. This is not surprising, 
as during training some vocalizations were selectively 
shaped for clarity (J1) or to be distinct from others (E1 
was shaped pre-experimentally to be distinct from E2 [32, 
41]). Such a change in parameter composition is common 
when selectively shaping vocalizations [e.g., 54]. Nota-
bly, the duration of both seals’ vocal types dropped (see 
Fig. 4), which was explained more by experimental stage 
rather than vocal type (see Table 1). This could indicate 
an efficient strategy, where the shortening of this salient 
vocal feature led to the faster delivery of a food reward.

Our data demonstrate vocal contextual learning as a 
result of experimental training and testing. While such 
results provide the baseline of confirming a species’ 
capacity for a specific behavior, the use of this capacity in 
the wild remains unconfirmed. We cannot claim that har-
bor seals associate vocalizations with different contexts 
through experience in the wild, but this capacity would 
certainly benefit, for instance, the development of a male 
territorial display during the breeding season.

Future work could focus on the purported capacity for 
vocal production learning in harbor seals [21, 28, 31, 42]. 
The observed altered vocal parameter distribution in our 
study could indirectly point to this ability but needs to 
be tested under controlled conditions. While excellent 
respiratory and articulatory control is known for some 
pinniped species [19, 20, 55], little is known about har-
bor seals’ ability to actively adjust acoustic parameters 
[21]. By now, it is known that harbor seal pups are vocally 
plastic: they can adjust their fundamental frequency 
in response to noise [30]. To show vocal production 

learning, follow-up experiments need to test whether 
seals can maintain adjusted parameters over time. In 
particular, we suggest testing vocal production learning 
by disentangling the control on all three levels of sound 
production, i.e., their breathing, larynx, and upper vocal 
tract [21].

Conclusion
Our experiments tested and quantitatively demonstrated 
that harbor seals are both vocal usage and comprehen-
sion learners. Beyond the ability of contextual learning, 
the harbor seals have shown that they are capable of 
auditory generalization, similar to the closely related grey 
seal. To map the mechanisms behind harbor seals’ vocal 
control, future studies should examine vocal produc-
tion learning in harbor seals, comparable to the existing 
studies in grey seals [20, 24]. Ultimately, vocal learning 
research in pinnipeds will provide a valuable model of 
human speech evolution based on the remarkable simi-
larities with human sound production [41, 56–58].

Methods
Subjects and housing
Two harbor seals participated in the study: a 19-year-old 
male harbor seal, Jannik, born at Zoo Duisburg (seal J), 
and a 9-year-old female Elektra, born at Zoo Osnabrück 
(seal E). The seals were housed together with five captive-
born harbor seals (two of which were sent to a different 
zoo in September 2021) in a 230,000-liter freshwater tank 
and 300 m2 enclosure at Zoo Cleves, Germany. The seals’ 
training routine consisted of 30- to 60-minute-long ses-
sions up to three times per day. Usually, one daily train-
ing session was conducted by zoo staff (medical and 
enrichment training); a second session was conducted 
by the experimenter (research training). Occasion-
ally, research training occurred twice per day. The seals 
were trained year-round in most weather conditions 
except for heavy wind and storms. The training method 
was operant conditioning: correct responses were posi-
tively reinforced, whereas incorrect ones were followed 
by a neutral response (least-reinforcement scenario, 
consisting of a ~ 3  s pause). Reinforcement consisted 
of a variable amount and composition of four fish spe-
cies: capelin (Mallotus villosus), herring (Clupea haren-
gus), sprat (Sprattus sprattus), and mackerel (Scombrus 
scombrus).

Pre-training and experimental procedure
General
This study tested whether harbor seals are capable of 
vocal usage and comprehension learning. Our approach 
builds on several published studies [17, 22, 23]. Through 
three experiments, we tested whether the seals were 
capable of
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  • vocally responding to a novel cue (vocal usage 
learning);

  • reacting differently to auditory stimuli (vocal 
comprehension learning);

  • generalizing stimuli.

The animals participating in the study were experimen-
tally naive. Therefore, in a pre-training series, the seals 
were trained on basic behaviors such as stationing and 
targeting, but also specifically experimentally relevant 
behaviors, such as ‘vocalize on cue’, ‘vocalize and with-
hold from vocalizing’, and ‘emit two different vocaliza-
tions upon distinct cues’ [for methods and results, see 
32]. The seals were trained once a day, 5–6 times/week 
during Pre-training, which was increased to up to twice 
a day, 5–6 times/week during the Experiments. Pre-train-
ing describes the phase during which we brought the ani-
mals to the level of being trainable for and testable on our 
experimental tasks; this includes the above-mentioned 
dedicated training and Introduction of the setup, auditory 
stimuli, and station (see Fig. 5, 6, and S5). Experimental 
training describes the training required to perform the 

experiments. Experiment describes the actual experi-
ments. For Pre-training, Experimental training, and 
Experiments, we selected as learning criterion (LC) 80% 
correct choices during four consecutive sessions in each 
testing scenario. Only during Experimental training, 
time constraints deriving from the zoo spurred us to 
lower the LC from four times 80% correct choices to two 
times 80% correct choices after 35 (seal E) and 25 (seal 
J) sessions. For one session, the chance of getting 80% or 
more correct responses in 20 trials is < 0.006 when guess-
ing at random. For all experiments, we calculated the 
statistical significance of the number of sessions within 
each experiment, under the null hypothesis of random 
guessing (i.e., if the seal would not have learned and 
would have a 50–50 chance rate of answering each trial 
correctly). To do so, we computationally calculated the 
exact probability of a randomly responding seal reach-
ing the LC, 4 consecutive sessions of 80% or more correct 
responses, within the observed number of sessions or less 
(i.e., the p-value regarding the above null-hypothesis; for 
more details on this computation, see Supplementary 
Material).

Experimental setup
All experiments were conducted in a 300 m2 research 
enclosure, which was separated from the main enclosure 
by a gate. The research enclosure featured a 3 × 5 × 2.3 m 
carport above a 13.2 m2 paved platform, where all experi-
ments took place (see Fig.  5). Before each training and 
testing, the experimenter would enter the main enclo-
sure, move to the research enclosure (hereafter enclo-
sure), and call the focal animal from the gate area.

Pre-training
During Pre-training the seals were trained to associate 
a vocalization with a distinct visual cue (hand sign), to 
vocalize or refrain from vocalizing on cue, and to asso-
ciate two different vocalizations with two different visual 
cues  [32]. Once the animals had learned to respond to 
two visual cues with two different vocalizations, the hand 
signs were faded out and replaced by auditory stimuli. 
For a more detailed pre-training protocol, see [32] and 
Supplementary Material.

Fig. 5 Experimental setup, with “acoustically blindfolded” experimenter 
(behind the laptop) and the stationed experimental animal positioned in 
front of the microphone and loudspeaker

 

Fig. 6 Timelines of the pre-training, experimental training and final experiments for seal E (above) and seal J (below)
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Experimental training: shift from visual to auditory cue
Once the animals reliably responded with any vocaliza-
tion to the playbacks, experimental training started. 
The seals heard 20 individual stimuli per session in 
pseudo-randomized order. The 20 stimuli consisted of 
10 items (see Figs.  7 and 8) of vocalization Type 1, and 
10 instances of vocalization Type 2. These stimuli were 
recordings of the seals’ own vocalizations and were pre-
selected according to the steps below (see subsections 
Experimental setup and Stimulus and session generation). 
Reinforcement occurred when the animals responded 
to vocalization Type 1 with Type 1, or to vocalization 
Type 2 with Type 2, respectively. Responses were judged 
as correct or incorrect by the experimenter based on 
aural assessment and visualization of the spectrogram 
(see Fig. S4). After an incorrect response, the failed trial 
was repeated up to three times. If the animal had not 
responded correctly upon the third repetition, the exper-
imenter moved on to the next trial. Any vocalization 
between trials resulted in a least-reinforcement scenario. 
Seals had to achieve a learning criterion of 80% correct 
choices in two consecutive sessions before they were 
considered ready to participate in the actual experiments.

Experiment 1: discrimination of trained stimuli
The first experiment aimed at assessing whether the seals 
had learned to shift from a visual to an auditory cue and 
responded reliably. The seals were tested with 20 training 
stimuli per session (10 per vocalization type, see Figs. 7 
and 8). Here, the experimental protocol and the stimuli 

were identical to Experimental training, but crucially, 
there were no stimulus repetitions. The LC during testing 
was 80% correct choices in 4 consecutive sessions.

Experiment 2: transition from trained to untrained stimuli
In the second experiment, untrained (i.e., novel) stimuli 
were introduced. The focal animal had never heard these 
specific sounds before, except upon producing them at 
least six months before. We selected a subset of 100 of 
these vocalizations as novel stimuli. The sessions then 
consisted of 10 familiar stimuli (5 of each vocalization 
type) randomly taken from the pool of 20 of Experiment 
1, plus 20 (10 of each vocalization type) of these new 
stimuli (see Fig. 7). Each session therefore contained 10 
already learned, as well as 20 (potentially re-occurring) 
novel stimuli, resulting in 30 trials/session. The learning 
criterion was kept at 4 × 80% correct responses.

Experiment 3: generalization of novel stimuli
To test whether the seals would generalize to novel vocal-
izations of the same type, both vocalization types were 
sampled without replacement in 20 trials/session (see 
Fig.  7). These individual stimuli were never heard by 
the seals before, except upon their production (at least 
six months before their playback) and were removed 
from the pool of samples after they were used in a ses-
sion. Stimuli were sampled from the same stimulus pool 
as described below (see Stimulus and session generation), 
after any stimuli of Experiment 1 and Experiment 2 had 
been excluded. This way we ensured that all stimuli were 

Fig. 7 The number of novel stimuli increased in each subsequent experiment. In this visualization of how stimuli were sampled for a session in each of 
the experiments, the shapes indicate the vocal type (1/2). The colors indicate the “pools” from where a stimulus was sampled, where white to grey shades 
(left ellipse) indicate origination from the trained stimulus pool (Experiment 1), and chromatic shapes (middle and right ellipses) indicate untrained stimuli 
used in experiments 2 and 3. The “Novel stimuli” and “More novel stimuli” pools were entirely disjunct, and the stimuli of all trials during Experiment 3 had 
never been heard before by the seals
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entirely novel and used only once, enabling testing for 
stimulus generalization.

Recordings
All experiments were video recorded using a Canon 
Legria HF25 camcorder, as were some pre-experimental 
and experimental training sessions. We performed two 
types of audio recordings. The first, baseline recordings, 
were recorded between August 2021 and April 2022, 
i.e., before and during the pre-experimental phase (Pre-
Training and Introduction), and later served as stimuli. 
The second, response recordings, consists of the animals’ 
vocalizations in response to the stimuli during experi-
ments 1–3 (October and November 2022). The seals were 
recorded with a Zoom H6 digital recorder connected to 
a Sennheiser ME-67 unidirectional microphone (fre-
quency response of 40–20.000 Hz +- 2.5 dB) covered by 
a foam windshield. During pre-training the microphone 
was handheld by the trainer; during training and testing 
the microphone was stationary on a tripod. In both cases, 

the microphone was directed at the seal at approximately 
1 m.

Playback procedure
Stimuli were played back via a Yamaha HS6 loudspeaker, 
connected to a Panasonic laptop over a 3.5  mm jack-
to-XLR connector (see Fig.  5). Stimuli playback was 
controlled via a custom-made vocal usage learning appli-
cation (see Fig. S4 and S5). The application, running 
on the experimental laptop, was designed to facilitate a 
double-blind study and avoid the Clever Hans effect [59]. 
This effect refers to a situation where an experimenter 
unintentionally cues an animal, which can result in the 
animal learning a task through cues unintended for the 
study’s purpose. A double-blind approach helps to avoid 
such inadvertent falsification. Here, by means of the cus-
tom application, stimuli were played back over the con-
nected loudspeaker, without the experimenter knowing 
which stimulus was broadcasted. To achieve this, the 
experimenter was “acoustically blindfolded”: While the 

Fig. 8 The 10 vocalizations of both types from seals E and J, used during training and in Experiment 1, show that the two types form two acoustically 
distinguishable categories. The spectrogram was obtained with the Parselmouth package in Python (v0.4.3, Praat 6.1.38; window length = 0.02s, dynamic 
range = 80 dB, max. frequency = 5 kHz [60–62])
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stimulus was played to the focal seal the experimenter 
listened to white noise over headphones (Sennheiser 
HD 200) so that they would not know which sound 
was being played until the playback was over and the 
seal had responded. After stimulus playback, the white 
noise stopped, and the experimenter could hear the 
seals’ response and compare the played-back stimu-
lus type and the response’s spectrogram on the screen. 
Responses were assessed for correctness aurally and visu-
ally, based on comparing the heard vocalization and its 
spectrogram’s spectral properties to those of the played 
back stimulus (see Fig. S4). In order to ensure the experi-
menter’s ability to correctly discriminate between vocal 
types, the experimenter was tested prior to the start of 
the experiment on their discrimination abilities, which 
resulted in a 100% success rate. A manual assessment 
during the sessions was therefore sufficient and less sen-
sitive to the background noises in the Zoo setting than a 
fully-automatic system.

Combining data from experiment notes, audio, and video
During the experiment, the experimenter noted the 
results (correct/incorrect response) on a custom sheet 
for each session and seal. Before statistical analysis, the 
responses were revised and potentially corrected by 
means of the audio and video recordings, to ensure the 
faithful assignment of correct/incorrect responses (see 
subsection Experimenter reliability in Supplementary 
Material). During the three experiments no stimuli were 
repeated, except for a few special cases; a trial’s stimulus 
was repeated when (i) the seal failed to respond (e.g., due 
to disturbances by zoo personnel or visitors), or (ii) the 
seal’s response was not understandable (e.g., due to high 
background noise or interruptions). Such cases occurred 
in 4.7% and 6.6% of all trials, for seals E and J respec-
tively, and were unpreventable due to the zoological set-
ting of the study. A potential influence of the repetitions 
on the results was tested (see subsection Repetitions 
in Supplementary Material). Some factors (e.g., inter-
ruptions, novel inhabitants in the neighbor enclosure) 
caused sessions to be terminated (i.e., the animal left the 
experimental setup and did not return within the follow-
ing 10 min). These sessions were not considered during 
data analysis. An overall number of 5.2% of sessions were 
terminated.

Stimulus and session generation
Data collection
As a first step to preparing the experimental stimuli, pre-
experimental audio recordings were manually annotated 
(Fourier window size: 0.05s, dynamic range: 70dB, tem-
poral resolution 1000 time steps) using Praat v6.1.40 
[60] and each annotated vocalization was assigned the 
respective vocalization type. We assessed the acoustic 

quality based on the visual clarity of the spectrogram of 
the vocalization or the presence of overlapping sounds; 
we excluded vocalizations that had insufficient qual-
ity, mostly due to background noise. Such noise usually 
resulted from disturbances by talking visitors, zoo per-
sonnel, construction works, bird vocalizations, or air-
planes. Seal E’s vocalization types were termed E1 and 
E2, and seal J’s types were termed J1 and J2 (as used 
throughout the manuscript), all of which are aurally and 
spectrally clearly distinguishable (see Fig.  8, and WAVE 
files in the online supplement).

Stimulus selection
The annotated vocalizations and relevant acoustic 
parameters were batch-extracted with the Parselmouth 
package [a Python library for Praat, v.0.4.1; 60, 61] in 
Python. We chose commonly assessed parameters of har-
bor seal calls, which we expected to be relevant in dis-
tinguishing the different vocalization types. These were 
duration, spectral center of gravity, dominant frequency, 
percentage voiced, and median harmonicity [61, 63, 64] 
(see Table  2 for extraction procedure). These measured 
parameters’ distributions were then compared between 
vocalization types (see Figs. S2 & S3 for the respective 
scatterplots).

Next, we tested which of these parameters’ distribu-
tion provided the most distinction between the two 
vocalization types per seal. Based on the initial dataset of 
extracted parameters (seal E: N = 670 vocalizations, 386 
E1, 284 E2; seal J: N = 1198 vocalizations, 756 J1, 442 J2), 
we calculated mutual information between the parameter 
and the vocalization type [using scikit-learn’s mutual_
info_classif function, 65]. For seal E, spectral center of 
gravity and percentage voiced were the two parameters 
with the highest estimated mutual information regarding 

Table 2 Extraction procedure of the acoustic parameters
Parameter Definition
Duration (s) Temporal interval from the start to the end of the 

vocalization.
Spectral center 
of gravity (Hz)

The weighted average frequency of the vocalization’s 
spectrum. The spectrum was calculated with Praat’s 
“Sound: To Spectrum” (default parameters). Then, the 
center of gravity was calculated using “Spectrum: Get 
center of gravity” (default parameters).

Percentage 
voiced (%)

The pitch was calculated with Praat’s “Sound: To Pitch” 
(default parameters, except for pitch_floor = 50, 
pitch_ceiling = 400). The number of voiced frames 
was divided by the number of all frames.

Median har-
monicity (dB)

Harmonicity was calculated with Praat’s “Sound: To 
Harmonicity (cc)” (default parameters, except for 
minimum_pitch = 50). After this the median of the 
harmonicity values were calculated.

Dominant fre-
quency (Hz)

The spectrum was calculated with Praat’s “Sound: To 
Spectrum” (default parameters). Then, we selected 
the frequency bin with the highest power.
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vocal type (see Table S2); both parameters are signifi-
cantly different between types (Mann-Whitney U tests, 
U = 343458, p < 0.0001 and U = 4935, p < 0.0001, respec-
tively). For seal J, the two most distinguishing parameters 
were dominant frequency and percentage voiced (see 
Table S2), both significantly different (Mann-Whitney U 
tests, U = 709964, p < 0.0001 and U = 696220.5, p < 0.0001, 
respectively). We used these two parameters to make a 
quantitative distinction between each seal’s respective 
vocalization types, as opposed to the commonly used, 
but less precise aural and visual inspection. To maximize 
the distinctiveness of presented stimuli, we only used 
vocalizations from the two types where their parame-
ter’s distributions did not overlap. For example, Seal E’s 
E1 vocalization had an average higher spectral center 
of gravity (CoG) than the E2 vocalizations (see Fig.  9). 
Therefore, we calculated the percentile and threshold 
value peq such that the peq percentile of the E2 vocaliza-
tions CoG distribution equals the (1 – peqth) percentile of 
the distribution E1 vocalizations (in this case peq≈ 0.9497, 
corresponding to a value of 677.32 Hz, see Fig. 9). In this 
example, we then only used E2 with a CoG below this 
threshold, and all E1 with a CoG above. This ensured that 
only clearly distinguishable vocalizations were used as 
stimuli. To ensure high quality stimuli, all stimulus can-
didates were again aurally assessed to discard those con-
taining non-seal sounds (see description of background 
noise above).

Finally, for both seals, duration was the least distin-
guishing vocal parameter; the vocalization types’ distri-
butions for duration had a substantial amount of overlap 
(see Supplementary Material, Figure S2 and S3). This 
indicated that duration most likely did not play a cru-
cial role in distinguishing E1/E2 or J1/J2 vocalizations. 
When selecting stimuli for the experiments, we prepared 
the sessions with equally distributed durations for each 
vocalization type (see below).

Session sampling
To avoid that the seals would discriminate the stimuli 
based on intensity, all stimuli were normalized to the 
same intensity via Praat’s Sound: Scale intensity, equal-
izing the root-mean-square amplitude of the stimuli [61, 
62, 66]. Additionally, to exclude possible discrimination 
based on duration, stimuli were sampled in pairs, one 
stimulus per vocalization type, in such a way that the 
duration of paired stimuli differed by less than 0.01  s. 
Sessions were sampled from the different stimulus pools, 
which were used for Experiment 1–3, as described earlier 
(see subsections Experiment 1–3). Finally, the order of 
stimulus presentation within each session was random-
ized according to the Gellermann series [67] using a pre-
release version of the PyGellermann Python package [68].

Abbreviations
Not  applicable

Fig. 9 Distinct acoustic parameter values of the pre-experimental vocal repertoire of seal E (left), and seal J (right). The dashed lines represent the thresh-
old determined based on the equal percentile of parameter distribution (seal E; 677.32 Hz center of gravity and 0.43% percentage voiced, seal J; 722.7 Hz 
dominant frequency and 0.17% percentage voiced). Extracted vocalizations with parameters in the matching shaded regions were retained as stimuli for 
training and experiments

 



Page 14 of 15Duengen et al. BMC Neuroscience           (2024) 25:48 

Supplementary Information
The online version contains supplementary material available at https://doi.
org/10.1186/s12868-024-00899-4.

Supplementary Material 1

Supplementary Material 2

Acknowledgements
We thank Zoo Cleves for their readiness to cooperate and contribute to 
research for almost three years. We further thank the human and non-human 
individuals that were involved in this study, most notably Elektra, Jannik, Lara 
Schmitt, and Martin Polotzek.

Author contributions
Conceptualization: DD, AR, YJ; Data Curation: DD; Formal Analysis: DD, YJ; 
Funding Acquisition: AR; Investigation: DD; Methodology: DD, AR, YJ; Project 
Administration: DD; Resources: DD, AR; Software: DD, YJ; Supervision: A.R.; 
Validation: DD, YJ; Visualization: DD, YJ; Writing – Original Draft Preparation: DD; 
Writing – Review & Editing: DD, AR, YJ.

Funding
Open Access funding enabled and organized by Projekt DEAL. Center for 
Music in the Brain was funded by the Danish National Research Foundation 
(DNRF117). The Comparative Bioacoustics Group was funded by Max Planck 
Group Leader funding to A.R.

Data availability
The datasets used and/or analysed during the current study are available from 
the corresponding author on reasonable request.

Declarations

Ethics approval and consent to participate
All training and testing, as well as the recording procedures were conducted 
according to the requirements of the Landesamt für Natur, Umwelt und 
Verbraucherschutz (LANUV) NRW, Germany, section animal experiment affairs. 
Upon detailed discussions with the LANUV, the need for approval was waived 
(file number Az.81-04.78). Informed consent was obtained from all owners of 
the animals used in the study.

Consent for publication
Not applicable.

Competing interests
The authors declare no competing interests.

Received: 9 January 2024 / Accepted: 19 September 2024

References
1. Janik VM, Slater PJ. The different roles of social learning in vocal communica-

tion. Anim Behav. 2000;60(1):1–11.
2. Seyfarth R, Cheney D. Pragmatic flexibility in primate vocal production. Curr 

Opin Behav Sci. 2018;21:56–61.
3. Jarvis ED. Evolution of vocal learning and spoken language. Science. 

2019;366(6461):50–4.
4. Sakata JT, Birdsong D. Vocal learning and behaviors in birds and human 

bilinguals: parallels, divergences and directions for Research. Languages. 
2021;7(1):5.

5. Fitch WT, Zuberbühler K. Primate precursors to human language: Beyond 
discontinuity. Evolution of emotional communication: From sounds in non-
human mammals to speech and music in man, 2013. 16: pp. 27–48.

6. Manabe K, Dooling RJ. Control of vocal production in budgerigars (Melopsit-
tacus undulatus): selective reinforcement, call differentiation, and stimulus 
control. Behav Process. 1997;41(2):117–32.

7. Pepperberg, IM. Vocal learning in Grey parrots: A brief review of percep-
tion, production, and cross-species comparisons. Brain and language. 
2010;115(1):81–91.

8. Osmanski MS, Seki Y, Dooling RJ. Constraints on vocal production learning 
in budgerigars (Melopsittacus undulates). Volume 49. Learning & Behavior; 
2021. pp. 150–8. 1.

9. Seki Y, Osmanski MS, Dooling RJ. Failure of operant control of vocal learning 
in budgerigars. Anim Behav Cognition. 2018;5(1):154–68.

10. Adret P. Vocal learning induced with operant techniques: an overview. Neth J 
Zool. 1993;43:125–125.

11. Seyfarth RM, Cheney DL. Vocal development in vervet monkeys. Anim Behav. 
1986;34(6):1640–58.

12. Caldwell MC, Caldwell DK. Vocalization of naive captive dolphins in small 
groups. Science. 1968;159(3819):1121–3.

13. Janik VM, Slater PJ. Context-specific use suggests that bottlenose dolphin 
signature whistles are cohesion calls. Anim Behav. 1998;56(4):829–38.

14. Janik VM, Sayigh LS. Communication in bottlenose dolphins: 50 years of 
signature whistle research. J Comp Physiol A. 2013;199:479–89.

15. Lattenkamp EZ, Vernes SC, Wiegrebe L. Volitional control of social vocalisa-
tions and vocal usage learning in bats. J Exp Biol, 2018. 221(Pt 14).

16. Baotic A, et al. Elephants and sirenians: a comparative review across related 
taxa in regard to learned vocal behavior. Comparative Cognition & Behavior 
Reviews; 2022. p. 17.

17. Vergara V, Barrett-Lennard L. Call usage learning by a Beluga (Delphinapterus 
leucas) in a categorical matching Task. Int J Comp Psychol, 2017. 30.

18. Goodale E, Kotagama SW. Context-dependent vocal mimicry in a passerine 
bird. Proceedings of the Royal Society B: Biological Sciences, 2006. 273(1588): 
pp. 875–880.

19. Reichmuth C, Casey C. Vocal learning in seals, sea lions, and walruses. Curr 
Opin Neurobiol. 2014;28:66–71.

20. Stansbury AL, Janik VM. Formant Modification through Vocal Production 
Learning in Gray Seals. Curr Biol. 2019;29(13):2244–9. e4.

21. Goncharova M, et al. Vocal tract dynamics shape the formant structure of 
conditioned vocalizations in a harbor seal. Annals of the New York Academy 
of Sciences; 2024.

22. Shapiro AD, Slater PJ, Janik VM. Call usage learning in gray seals (Halichoerus 
grypus). J Comp Psychol. 2004;118(4):447–54.

23. Stansbury AL, et al. Can a gray seal (Halichoerus grypus) generalize call 
classes? J Comp Psychol. 2015;129(4):412.

24. Stansbury AL, Janik VM. The role of vocal learning in call acquisition of wild 
grey seal pups. Philosophical Trans Royal Soc B. 2021;376(1836):20200251.

25. Hoeksema N et al. Neuroanatomy of the grey seal brain: bringing pinnipeds 
into the neurobiological study of vocal learning. Philosophical Trans Royal 
Soc Lond Ser B: Biol Sci, 2021.

26. de Reus K et al. Vocal tract allometry in a mammalian vocal learner. J Exp Biol, 
2022. 225(8).

27. Casey C et al. Lifelong patterns of Sound Production in Two Seals. Aquat 
Mamm, 2021. 47(5).

28. Duengen D, Fitch WT, Ravignani A. Hoover the talking seal. Curr Biol. 
2023;33(2):R50–2.

29. Duengen D, Ravignani A. The paradox of learned song in a semi-solitary 
mammal. Ethology, 2023.

30. Torres Borda L, et al. Vocal plasticity in harbour seal pups. Philosophical Trans 
Royal Soc B. 2021;376(1840):20200456.

31. Ralls K, Fiorelli P, Gish S. Vocalizations and vocal mimicry in captive harbor 
seals, Phoca vitulina. Can J Zool. 1985;63(5):1050–6.

32. Duengen D, Ravignani A. Training Harbor Seals to Participate in Vocal Learn-
ing Experiments in a Zoo. bioRxiv, 2024: p. 2024.08.27.609954.

33. Renouf D. The vocalization of the harbour seal pup (Phoca vitulina) 
and its role in the maintenance of contact with the mother. J Zool. 
1984;202(4):583–90.

34. Van Parijs SM, Hastie GD, Thompson PM. Individual and geographical varia-
tion in display behaviour of male harbour seals in Scotland. Anim Behav. 
2000;59:559–68.

35. Fitch WT. On the biology and evolution of music. Music Percept. 
2006;24(1):85–8.

36. Hanggi EB, Schusterman RJ. Underwater acoustic displays and individual vari-
ation in male harbour seals, Phoca vitulina. Anim Behav. 1994;48(6):1275–83.

37. Perry EA. Aquatic territory defence by male harbour seals (Phoca vitulina) at 
Miquelon-relationship between active defence and male reproductive suc-
cess. Memorial University of Newfoundland; 1993.

https://doi.org/10.1186/s12868-024-00899-4
https://doi.org/10.1186/s12868-024-00899-4


Page 15 of 15Duengen et al. BMC Neuroscience           (2024) 25:48 

38. Kocsis K, et al. Harbour seals use rhythmic percussive signalling in interaction 
and display. Anim Behav. 2024;207:223–34.

39. Van Parijs SM, et al. Distribution and activity of male harbour seals during the 
mating season. Anim Behav. 1997;54(1):35–43.

40. Van Parijs SM, Kovacs KM. In-air and underwater vocalizations of eastern 
Canadian harbour seals, Phoca vitulina. Can J Zool. 2002;80(7):1173–9.

41. Schusterman RJ. Vocal learning in mammals with special emphasis on pin-
nipeds. The evolution of communicative flexibility: Complexity, creativity, and 
adaptability in human and animal communication, 2008: pp. 41–70.

42. Swallow AD. Hoover the Seal, and George. Freeport Village; 2001.
43. Culhane T. A talking seal? Get outta here! Harvard University; 1985.
44. Deacon TW. The symbolic species: the co-evolution of language and the 

brain. WW Norton & Company; 1998.
45. Staddon JE, Cerutti DT. Operant conditioning. Ann Rev Psychol. 

2003;54(1):115–44.
46. Hilgard E, Marquis D. Conditioning and learning. Revised by GA Kimble. 

Methuen; 1964.
47. Benard J, Giurfa M. The cognitive implications of asymmetric color generaliza-

tion in honeybees. Anim Cogn. 2008;11:283–93.
48. Seabold S, Perktold J. Statsmodels: Econometric and statistical modeling 

with python. in Proceedings of the 9th Python in Science Conference. 2010. 
Austin, TX.

49. Vernes SC, et al. The multi-dimensional nature of vocal learning. Philosophical 
Trans Royal Soc B. 2021;376(1836):20200236.

50. Spinozzi G. Categorization in monkeys and chimpanzees. Behav Brain Res. 
1996;74(1–2):17–24.

51. Honeywell A.F., Maher C.R. Intensity, rate, and outcome of agonistic interac-
tions in harbor seals (Phoca vitulina concolor) vary with density on haul-out 
ledges. J Mammal. 2016. gyw155.

52. Hayes SA, et al. Evaluating the function of the male harbour seal, Phoca 
vitulina, roar through playback experiments. Anim Behav. 2004;67(6):1133–9.

53. Stansbury A. Vocal learning and development in the grey seal, Halichoerus 
grypus. University of St Andrews; 2015.

54. Manabe K, Staddon JE, Cleaveland JM. Control of vocal repertoire by reward 
in budgerigars (Melopsittacus undulatus). J Comp Psychol. 1997;111(1):50.

55. Craig AB Jr, Påsche A. Respiratory physiology of freely diving harbor seals 
(Phoca vitulina). Physiological Zool. 1980;53(4):419–32.

56. Ravignani A, et al. What Pinnipeds have to say about Human Speech, Music, 
and the evolution of Rhythm. Front NeuroSci. 2016;10:274.

57. Schneider R. Vergleichende untersuchungen am Kehlkopf Der Robben 
(mammalia, carnivora, pinnipedia). Gegenbaurs Morph Jb. 1962;103:177–262.

58. Ravignani A, Herbst CT. Voices in the ocean. Science. 2023;379(6635):881–2.
59. Sebeok TA, Rosenthal RE. The Clever Hans phenomenon: communication 

with horses, whales, apes, and people. Annals of the New York Academy of 
Sciences; 1981.

60. Boersma P, Weenink D. Praat: doing phonetics by computer in Glot Interna-
tional. 2022.

61. Jadoul Y, De Boer B, Ravignani A. Parselmouth for bioacoustics: automated 
acoustic analysis in Python. Bioacoustics, 2023: pp. 1–17.

62. Jadoul Y, Thompson B, De Boer B. Introducing parselmouth: a Python inter-
face to Praat. J Phonetics. 2018;71:1–15.

63. Raimondi T, Haas CE et al. Less variable auditory input increases vocal indi-
viduality in harbour seal pups (Phoca vitulina). under review.

64. Nikolich K, Frouin-Mouy H, Acevedo-Gutierrez A. Quantitative classification 
of harbor seal breeding calls in Georgia Strait, Canada. J Acoust Soc Am. 
2016;140(2):1300.

65. Pedregosa F, et al. Scikit-learn: machine learning in Python. J Mach Learn Res. 
2011;12:2825–30.

66. Boersma, P. and D. Weenink, Praat: doing phonetics by computer, in Glot 
International. 2022.

67. Gellermann LW. Chance orders of alternating stimuli in visual discrimination 
experiments. J Genet Psychol. 1933;42:206–8.

68. Jadoul Y, Duengen D, Ravignani A. PyGellermann: a Python tool to generate 
pseudorandom series for human and non-human animal behavioural experi-
ments. BMC Res Notes. 2023;16(1):135.

Publisher’s note
Springer Nature remains neutral with regard to jurisdictional claims in 
published maps and institutional affiliations.


	Vocal usage learning and vocal comprehension learning in harbor seals
	Abstract
	Background
	Results
	Experiment 1: discrimination of trained stimuli
	Experiment 2: transition from trained to untrained stimuli
	Experiment 3: generalization of novel stimuli
	Vocal type preferences
	Response parameters
	Duration of vocalizations

	Discussion
	Conclusion
	Methods
	Subjects and housing
	Pre-training and experimental procedure
	General
	Experimental setup
	Pre-training
	Experimental training: shift from visual to auditory cue




