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Abstract

We analysed the association patterns of 22 bot-
tlenose dolphins (Tursiops truncatus) identified 
as resident in the waters of the Archipelago de 
La Maddalena (Italy) to verify the existence of 
defined groups with a particular foraging strat-
egy: to feed from fishing trammel nets. Two rela-
tively well-defined communities were identified. 
Bottlenose dolphins that were observed feeding 
from trammel nets constitute one of these com-
munities, and the other is mainly made up by 
individuals who have never been seen foraging 
from nets. The influence of sex, habitat, school 
size, location, and the presence of calves over the 
bottlenose dolphins’ feeding behavior was also 
analyzed. Only the presence of calves shows a sig-
nificant effect. It alone explains 23% of the vari-
ability in the foraging behavior. This percentage 
is not high enough to conclude that the presence 
of calves in a community of bottlenose dolphins 
is what determines their foraging behavior, but it 
seems that their presence does incite the net-for-
aging behavior by the adults. This study provides 
evidence for socially learned tradition in foraging 
tactics within a community of wild bottlenose dol-
phins, and it demonstrates the advantage of using 
the Ward’s minimum variance method of hierar-
chical clustering to assess the existence of asso-
ciation patterns among individuals.
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Introduction

Considerable attention has recently been focused 
on the role of social learning in explaining variation 

in foraging strategies for different species (e.g., 
Fragaszy & Perry, 2003; Laland & Hoppitt, 2003; 
Sargeant et al., 2007; Sargeant & Mann, 2009). 
Laboratory experiments have established numer-
ous ways that animals can socially learn foraging 
behaviors, and several studies have documented 
social learning on species in captivity (e.g., Laland 
& Williams, 1997; Galef & Whiskin, 2008) and in 
the field (Terkel, 1996; Reader & Laland, 2002). 
Social learning is a result of complex cognition, 
individual differences, and behavioral flexibility 
that allows animals to adapt quickly to changes in 
their environment (Estes et al., 2003; Laland, 2004; 
Whiten & van Schaik, 2007; Sargeant & Mann, 
2009). Moreover, social learning is regarded as the 
most essential requisite to define a “culture” in ani-
mals (Laland & Hoppitt, 2003), and it is defined as 
a process that involves the social transmission of 
a novel behavior, both among peers and between 
generations (De Waal, 2001). This behavior is 
shared by a group of animals but not necessarily 
between separate groups of the same species.

Bottlenose dolphins (Tursiops truncatus) are 
particularly well-known, among all marine mam-
mals, as one of the species with the most power-
ful imitation skills (Herman et al., 1993), as well 
as complex cognitive and sophisticated learning 
abilities (Marino et al., 2007), both in the wild and 
in captivity (Xitco & Roitblat, 1996; Kuczaj et al., 
1998; Boran & Heimlich, 1999; Mann & Sargeant, 
2003; Krützen et al., 2005). Additionally, bottle-
nose dolphins possess features thought to support 
social transmission (Coussi-Korbel & Fragaszy, 
1995) such as social tolerance (Scott et al., 2005), 
coordination in time and space (Mann et al., 2000), 
complex cognition (Marino et al., 2007), and motor 
imitation (Herman, 2002). Furthermore, vertical 
transmission between mothers and calves prob-
ably contributes to the transfer of behaviors that are 



		  

usually tested, stable, conservative, and experience-
based (Herzing, 2005). Behavior of this kind is also 
slow to change and is particularly likely to be trans-
mitted given that calves spend between 3 to 8 y of 
their life with the mother (Mann et al., 2000; Mann 
& Sargeant, 2003; Sargeant et al., 2005).

Different innovative foraging techniques have 
been documented for bottlenose dolphins, includ-
ing mud plume feeding (Lewis & Schroeder, 2003), 
kerplunking (Connor et al., 2000), crater feeding 
(Rossbach & Herzing, 1997), and sponge-feeding 
(Smolker et al., 1997; Sargeant & Mann, 2009). 
Bottlenose dolphins have also adapted to human 
activity by following fishing boats to obtain discarded 
fish (Corkeron et al., 1990; Chilvers & Corkeron, 
2001), visiting fish farms (Mann & Kemps, 2003; 
Diaz-López, 2006), and fishing directly from nets 
(Bearzi, 2002; Lauriano et al., 2004).

In particular, several studies have recognized 
that bottlenose dolphins have learned that catches 
from fishing gear comprise a new, easily accessible 
food resource (Reeves et al., 2001). The removal of 
fish from nets results in a loss to fishermen of time, 
money, or gear (Bearzi, 2002; Lauriano et al., 2004), 
and it increases the potential to seriously injure or 
kill the animals through entanglement (Wells & 
Scott, 1994; Wells et al., 1998). However, some-
times bottlenose dolphins’ interaction increases the 
chances of a fishery’s success (Silva et al., 2002), 
and such events can be described as cooperative in 
nature (Pryor et al., 1990; Neil, 2002).

Social learning probably contributes to the 
development of this kind of foraging strategy 
from nets, which results in an increase in the rate 
of feeding and a decrease in the energy expendi-
ture required (Fertl & Leatherwood, 1997; Díaz 
López, 2006). Differences in foraging behavior 
may also be explained by other factors indepen-
dent of social learning such as sex, school size, 
and habitat use (Mann & Sargeant, 2003; Sargeant 
et al., 2005; Mann et al., 2008).

Although several studies have evaluated and 
quantified the interactions between bottlenose dol-
phins and fishing activities, few studies have been 
undertaken to understand whether this type of forag-
ing technique is due to social learning. To test the 
existence of social learning, researchers typically 
attempt to rule out ecological and genetic factors 
as possible explanations for differences between 
groups, leaving social learning as the remaining can-
didate (Whiten et al., 1999; van Schaik et al., 2003).

In the waters of the Archipelago de La Maddalena 
(Sardinia, Italy), a net-foraging behavior has been 
documented and quantified (Rotta, 2009), but only in 
regard to the interactions with the fishing activities. 
In this study, we used hierarchical cluster analysis to 
verify the existence of different communities among 
the bottlenose dolphins observed in this Archipelago 

in order to test if there is a correlation between the 
foraging strategy of the bottlenose dolphins and 
community membership. A significant correlation 
would indicate social learning and foraging tradi-
tion if other factors, such as location, habitat, season, 
school size, or presence of calves, do not explain the 
occurrence of this specific foraging tactic. We use a 
logistic regression to assess other plausible hypoth-
eses for the observed pattern.

Methods

Study Area
This study was carried out in the waters 
within 4.8 km of the coasts of the Archipelago 
de La Maddalena, located in northeastern Sardinia, 
Italy (41° 13' 0" N, 9° 24' 0" E). The entire area 
is included in a National Park (established May 
1996) located on the strait of Bonifacio, between 
the islands of Sardinia and Corsica, and is part of 
the Pelagos Cetacean Sanctuary, recognized by 
Italy, France, and Monaco in 1999. 

Only 18 authorized fishing boats from 
La Maddalena National Park can practice artisanal 
fishing activities. These activities are conducted 
in accordance with park regulations throughout 
the year, except for 45 d every winter when the 
fishery is closed. Bottom-set fishing gear, such as 
trammel nets, is the main fishing gear; while other 
gear, such as traps, is sporadically used. The net 
mesh size is chosen based on the main target spe-
cies and on the season (see Table 1). 

Field and Study Methods
From January to September 2006, a preliminary study 
was conducted in Archipelago de La Maddalena 
waters. During this first pilot year, almost all bottle-
nose dolphins were identified, photographed, and 
classified with an alphanumeric identification code. 
Photo-identification was based on the pattern of 
nicks, lesions, scars, and variation in dorsal fin shape 
(Wilson et al., 1999). Each individual was categorized 
as trammel feeders (TFs) or non-trammel feeders 
(NTFs) based on whether it had been observed forag-
ing on trammel nets at least five times (Chilvers & 
Corkeron, 2001). 

This first-year pilot study was essential to design 
an appropriate research survey protocol. Following 
this protocol, research data were obtained from 
October 2006 to September 2008. The study area 
was divided into five subareas of equal dimension 
and each was monitored for 40 h in a boat travel-
ling at a speed of 8 to 10 kts. The courses followed 
during the monitoring were random transects as 
was appropriate for the geological characteristics 
of the area. Data collected included sighting date, 
location, school size, sex, and behavior. To ensure 
that all behaviors were visible across the study area, 
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surveys were only performed when the sea state 
was less than Douglas sea force 3 and in clear con-
ditions with no precipitation. A school was defined 
as a group of bottlenose dolphins sighted within 
an approximate 100 m radius (Wells et al., 1987). 
Individuals were identified as belonging to three 
arbitrary age classes based on visual assessment 
using the average adult size: (1) adult (a bottlenose 
dolphin approximately 2.5 to 3.0 m long), (2) juve-
nile (about two thirds of an adult), and (3) calf 
(newborn with evident fetal folds or individual 
about one-half of an adult in constant association 
with its mother) (Bearzi et al., 1997). The gender 
was determined when possible by the presence of 
a dependent calf or direct views of the genital area 
(Connor & Smolker, 1985; Smolker et al., 1992). 

Behavioral data were collected using the predomi-
nant group activity sampling method (Altmann, 1974; 
Mann, 1999) with the group activity being scored 
every 5 min. To standardize data collection, behav-
ioral activity was sampled for at least 45 min unless 
contact with the group was lost before that time. 

In order to avoid harassment of bottlenose dol-
phins, we observed them from a safe and respectful 
distance, avoiding approaching them closer than 
30 m, using binoculars or telephoto lenses to get 
a good view of the animals. If bottlenose dolphins 
approached the boat, we maintained its course, 
avoiding abrupt changes in direction or speed to 
prevent running over or injuring the animals. 

The behavior of dolphins was classified either 
in the field or a posteriori (based on detailed 
descriptions) into one of five exclusionary catego-
ries, according to Smolker et al. (1992), Mann & 
Smuts (1999), and Chilvers & Corkeron (2001):

1. Foraging/Feeding – Rapid surfaces, frequent 
direction changes, fast swims, fish chases, and 
observations of fish catches. Feeding as defined 
by long dives in the vicinity of trammel nets was 
considered “trammel foraging.”

2. Resting – Very slow travel or hanging at the 
surface.

3.	Socializing – Physical contact, splashing, chases, 
pokes, and plays with little consistent directional 
progress.

4.	Travelling – Swimming in a constant direction 
with regular surfacing intervals.

5.	Unknown – Not classifiable in the previous 
categories.

In addition, in order to assess more precisely the evi-
dence for trammel foraging behavior, an observer 
aboard commercial boats collected data on bottlenose 
dolphin attacks and depredation. Evidence of tram-
mel foraging behavior was estimated by the presence 
of at least one damaged fish on nets and/or new holes 
(Lauriano et al., 2004). Based on the nature of the 
damage, the depredation was identified as due to bot-
tlenose dolphins or other species, such as sea turtles.

Bottlenose dolphins that were identified in 
all seasons (regardless of year), and at least five 
times, were considered to be residents. Individuals 
sighted only during a single season were defined 
as seasonal residents. Those seasonal residents 
that were seen less than five times were consid-
ered to be transients. Although 71 individuals 
were photo-identified, we included in the analy-
sis only the 22 of these classified as resident; and 
only those encounters in which at least 50% of all 
adult bottlenose dolphins were photo-identified 
were used for the analyses (Lusseau et al., 2006).

Statistical Analysis
Hierarchical cluster analysis was performed 
to estimate the degree of association between 
the individuals of the study in order to test the 
existence of different communities, or groups of 
individuals, showing a significant degree of asso-
ciation. Cluster analysis can be used to find struc-
ture in the data, most often by identifying groups 
of similar objects or, as in this study, objects that 
occur more frequently together. Unlike classifica-
tion and regression trees, cluster analysis falls into 
the category of unsupervised learning methods 
since it does not require a set of observations for 

Table 1. Seasonality of the use of trammel nets and the primary targeted species

Net  
mesh  
size 

 
Target  
species

 
 

Jan

 
 

Feb

 
 

March

 
 

April

 
 

May

 
 

June

 
 

July

 
 

Aug

 
 

Sept

 
 

Oct

 
 

Nov

 
 

Dec

20-25 mm Mullus 
surmuletus

X X X X X X

28-36 mm Molluscs X X X X

20-36 mm Other fish X X X X X X X X X X X X

50-62 mm Spiny  
lobster

X X X X X X
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which group membership is known. It is possible 
to assess the uncertainty obtaining approximately 
unbiased p-values (AU p-values) for all clusters 
contained in the clustering of original data. 

Each sighting was considered a sample unit, 
and the presence/absence of the 22 individuals 
were considered dichotomous variables. Thus, the 
higher the number of times that two individuals 
were viewed together, the closer they will be in the 
resulting dendrogram.

There were 93 sightings available for the analyses. 
However, it would be partially tautological to include 
in the analyses sightings of net-foraging behavior 
to test if those bottlenose dolphins that practice net-
foraging are more associated. In order to avoid this 
problem, 24 sightings in which this net-foraging 
behavior was recorded were excluded for the cluster 
analyses.

Distances between individuals were com-
puted using the Ward’s (1963) minimum variance 
method. This method uses an analysis of variance 
approach to evaluate the distances between clus-
ters, attempting to minimize the total within-clus-
ter variance. This makes it especially useful for 
finding compact clusters, essential for the identi-
fication of “communities,” or groups of individu-
als showing a significant degree of association. 
We used the pvclust R package to both perform 
the cluster analysis and assess the AU p-values 
(R Development Core Team, 2012).

Additionally, a logistic regression was used to 
analyze the extent to which other factors, such as 
location, depth of seabed, season, school size, or 
presence of calves, explained the occurrence of 
this specific foraging tactic.

The 93 sightings available for the analyses were 
modeled as a binary process, Zi ~ Binomial (πi). In 
particular, 1 indicates sightings in which the tram-
mel foraging behavior was recorded, and 0 indi-
cates the opposite. The probability of recording 
the trammel foraging behavior is indicated by πi. 
The model can be expressed as

Zi ~Ber (πi)
logit(πi) = Xβ 

where β represents the vector of the regression coef-
ficients, X is the matrix of covariates, and the logit 
transformation is defined as logit(πi) = log(πi /1- πi).

As covariates, we used location, depth of the 
seabed, season, school size, and presence of 
calves for each sighting.

Logistic regression analysis was also performed 
using R software. Different models were run, and 
the goodness-of-fit of each one was assessed 
using both the Akaike Information Criterion 
(AIC) (Akaike, 1974) and the adjusted coefficient 
of multiple determination R2

K (Neter et al., 1990). 

Results

Sixteen out of 22 resident dolphins (72.7%) were 
identified as females, 11 of which (68.8%) were 
identified as mothers as determined by the pres-
ence of a dependent calf.

In 54 out of 93 sightings (58.1%), feeding 
behavior was recorded, 24 of which (44.4%) was 
net feeding. Travelling was recorded in 21 encoun-
ters (22.6%), socializing in seven (7.5%), resting in 
another three (3.2%), leaving the remaining eight 
encounters (8.6%) to be classified as unknown. 

Among the 22 resident dolphins, 13 (59.1%) 
were identified as TFs and nine (40.9%) as NTFs. 
Figure  1 shows the dendrogram resulting from 
cluster analysis together with the AU p-value of 
each cluster. Two main clusters, significant at least 
at the 95% CI (p < 0.04), are observed, together 
with two independent individuals associated with 
each other. One of these clusters is clearly related 
to the TFs (capital letters) and the other cluster to 
the NTFs (lower case letters). The two independent 
individuals are also TFs. All the individuals of each 
main group share the same feeding habits, with the 
sole exception of one individual in each group.

In the cluster of TF, seven out of 11 are females 
(64%), while seven out of nine are females in the 
NTF cluster (77%). No significant sex influence 
was found with respect to the two main groups 
(Fisher’s  exact  test p = 0.06). Five out of seven 
females in both clusters, TF and NTF, are recognized 
as mothers by the presence of a dependent calf. 
Obviously, no significant differences were found 
between the groups (Fisher’s exact test p = 0.08).

The logistic regression showed that only the 
presence of calves is a driving factor in the tram-
mel-feeding behavior (p < 0.0012). Throughout 
the process of selection of the significant vari-
ables using the backward method, the AIC value 
improved from 99.45 with the initial six variables 
to 85.94 with only the variable of presence of 
calves. Location, season, depth of the seabed, and 
school size were not selected in the final model. 
On its own, the presence of calves explains 23% 
of the variation of the trammel-feeding behavior. 

Discussion

Our results show that two relatively well-defined 
communities of resident bottlenose dolphins share 
the same area in the Archipelago de La Maddalena 
waters. In addition, there exists a high correlation 
between the foraging strategy of bottlenose dolphins 
and the community membership. With the excep-
tion of two independent individuals, bottlenose 
dolphins that were observed feeding from trammel 
nets constitute one of these communities, while the 
other is mainly made up by individuals who have 
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never been seen foraging from nets. The correlation 
between the foraging strategy of bottlenose dolphins 
and the community membership was found using 
only sightings in which net-foraging behavior was 
not recorded, so it cannot be a simple artifact of our 
data collection technique. 

Several species of cetaceans exhibit similar co-
locality with foraging specializations; of these, the 
best known is the killer whale (Orcinus orca), particu-
larly those that live around Vancouver Island, Canada. 
In this area, two different stable groups with specific 
foraging patterns have been well-described: (1) a fish-
eating group and (2) a marine mammal-eating group 
(Ford et al., 1998). In addition to these group-specific 
patterns of killer whales, there are some local behav-
ioral patterns of cetaceans that do not live in such 
stable groups (Rendell & Whitehead, 2001).

Bottlenose dolphins at Laguna off the coast 
of Brazil have an unusual group-specific feeding 
technique which seems to date from 1847 and has 
been transmitted within a matrilineal community 
for at least three generations (Pryor et  al., 1990). 
These bottlenose dolphins collaborate with local 
fishermen driving fish into the nets. Only young 
adults whose mothers took part in the fishing later 
adopted it themselves, although not all the offspring 
of fishing mothers did so (Pryor et al., 1990).

Another example is the bottlenose dolphin popu-
lation of Moreton Bay, Australia, that was described 
to form two separate communities of trawler and 
non-trawler individuals (Chilvers & Corkeron, 
2001). This study showed that members of the two 
communities almost never associated, despite over-
lapping home ranges. Nevertheless, a recent study 
(Ansmann et al., 2012) has shown that, since changes 
to fisheries legislation have substantially reduced 
trawling, the individuals of these two communities 

have shown more social connections between them. 
In our study, the presence of a dolphin identified as 
TF in the NTF cluster, and of a NTF dolphin in the 
TF cluster, probably also demonstrates that mem-
bers of the two studied communities can interact.

We have no data on the bottlenose dolphin com-
munity’s social structure prior to the current fishing 
legislation. However, taking into account the gener-
ally dynamic nature of bottlenose dolphin commu-
nities (Cox et al., 2003; Mann & Sargeant, 2003), it 
is plausible that the two studied groups interacted 
with each other. Usually, the basic nursery group 
includes mothers and their most recent offspring. 
After 3 to 6 y, individuals usually leave the nursery 
group and get involved in groups of juveniles (both 
males and females). Adult males generally live 
alone or in pairs, while females may return to their 
mother or female relatives to raise their own calves, 
thus comprising a multigenerational group. Most 
likely, the cultural learning occurs within these nurs-
ery groups. Our results are fully compatible with 
the existence of two culturally independent nursery 
groups and other individuals related to them.

The presence of two relatively well-defined com-
munities with different foraging strategies could be the 
result of having different foraging traditions. However, 
this could also be a consequence of differences in 
other features between the groups such as sex, habitat, 
group size, feeding area, or presence of calves. In such 
a case, these features, alone or in combination with 
others, should explain a significant percentage of the 
variability in the foraging strategy. Our results show 
that the presence of calves has the only significant 
effect, which explains 23% of the variability in the for-
aging behavior. This percentage is not high enough to 
conclude that the presence of calves in a community of 
bottlenose dolphins is what determines their foraging 
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Figure 1. Cluster dendrogram with AU p-values (%); each bottlenose dolphin is classified with an alphanumeric code. The trammel 
feeders (TFs) are identified with capital letters, while the non-trammel feeders (NTFs) are identified with lower case letters. 
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behavior, but it does seem that their presence incites 
the net-foraging behavior by the adults. Another 
explanation could be that vertical transmission in this 
population appears to be a case of “directed” social 
learning (Coussi-Korbel & Fragaszy, 1995). Directed 
social learning is likely to create within-group differ-
ences in behavior (Coussi-Korbel & Fragaszy, 1995) 
such as those observed in Shark Bay. Learning from 
mothers is more likely simply because of the substan-
tial amount of time that mothers and dependent calves 
spend together, but it also could be most adaptive. 
Indeed, to summarize findings by Kuczaj et al. (2005), 
calves are more likely to watch and imitate behaviors 
of other calves than they are to imitate behaviors of 
adult bottlenose dolphins (including their mothers). 
Calves are more likely to observe and reproduce 
novel behaviors than behaviors they already know. 
Innovation by an individual is necessary in order to 
add new behaviors to a group’s behavioral repertoire, 
even though it is not the case that all innovations are 
adopted by all group members (Kuczaj et al., 2012). 
This could be a possible explanation for the reduced 
number of calf sightings when the NTFs are feeding. 
Most likely, NTF calves are driven to imitate the inno-
vative foraging strategy from the TF calves and, con-
sequently, calf numbers in the TF group seem greater. 
Another possibility could be that NTFs are foraging 
deeper/longer, so the number of calves observed is 
reduced because both adults and calves are spending 
less time on the surface.

Considering these results, if the high concentra-
tion of fish in the trammel nets is available to all the 
bottlenose dolphins in the area, and only the indi-
viduals of one of the two communities access this 
source of food, the most probable explanation is 
that the net-foraging behavior is a tradition socially 
learned within the community.

Acknowledgments

This study was part of the Tursiops Project of the 
Dolphin Research Centre of Caprera, La Maddalena. 
Financial and logistical support was provided by the 
Centro Turistico Studentesco and by the National 
Park of the Arcipelago di La Maddalena. We thank 
the Natural Reserve of Bocche di Bonifacio for the 
support provided during data collection. Our thanks 
go also to the numerous volunteers of the Caprera 
Dolphin Research Center and especially to Marco 
Ferraro, Mirko Ugo, and Maurizio Piras whose 
assistance during field observation and skills as a 
boat driver were invaluable. 

Literature Cited

Akaike, H. (1974). A new look at the statistical model identi-
fication. IEEE Transactions on Automatic Control, 19(6), 
716-723. http://dx.doi.org/10.1109/TAC.1974.1100705

Altmann, J. (1974). Observational study of behavior: 
Sampling methods. Behaviour, 49, 227-267. http://dx.doi.
org/10.1163/156853974X00534

Ansmann, I. C., Parra, G. J., Chilvers, B. L., & Lanyon, J. M. 
(2012). Dolphins restructure social system after reduction 
of commercial fisheries. Animal Behaviour, 84(3), 575-
581. http://dx.doi.org/10.1016/j.anbehav.2012.06.009

Bearzi, G. (2002). Interactions between cetaceans and 
fisheries in the Mediterranean Sea. In G. Notarbartolo 
di  Sciara (Ed.), Cetaceans of the Mediterranean and 
Black Seas: State of knowledge and conservation strate-
gies (pp. 78-97). Report to the ACCOBAMS Secretariat.

Bearzi, G., Notarbartolo di Sciara, G., & Politi, E. (1997). 
Social ecology of bottlenose dolphins in the Kvarneric 
(Northern Adriatic Sea). Marine Mammal Science, 13, 650-
668. http://dx.doi.org/10.1111/j.1748-7692.1997.tb00089.x

Boran, J. R., & Heimlich, S. L. (1999). Social learn-
ing in cetaceans: Hunting, hearing and hierarchies. 
Proceedings of the Symposia of the Zoological Society, 
London, 73, 282-307.

Chilvers, B. L., & Corkeron, P. J. (2001). Trawling and 
bottlenose dolphins’ social structure. Proceedings of 
the Royal Society of London B, 268, 1901-1905. http://
dx.doi.org/10.1098/rspb.2001.1732

Connor, R. C., & Smolker, R. S. (1985). Habituated dolphins 
(Tursiops sp.) in western Australia. Journal of Mammalogy, 
66(2), 398-400. http://dx.doi.org/10.2307/1381260

Connor, R. C., Heithaus, M. R., Berggren, P., & Miksis, J. L. 
(2000). “Kerplunking”: Surface fluke-splashes during 
shallow-water bottom foraging by bottlenose dolphins. 
Marine Mammal Science, 16(3), 646-653. http://dx.doi.
org/10.1111/j.1748-7692.2000.tb00959.x

Corkeron, P. J., Bryden, M. M., & Hedstrom, K. E. 
(1990). Feeding by bottlenose dolphins in association 
with trawling operations in Moreton Bay, Australia. In 
S. Leatherwood & R. R. Reeves (Eds.), The bottlenose 
dolphin (pp. 327-336). San Diego: Academic Press.

Coussi-Korbel,  S., & Fragaszy, D. M.  (1995). On the 
relation between social dynamics and social learn-
ing.  Animal Behaviour, 50, 1441-1453. http://dx.doi.
org/10.1016/0003-3472(95)80001-8

Cox, T. M., Read, A. J., Swanner, D., Urian, K., & Waples, 
D. (2003). Behavioral responses of bottlenose dolphins, 
Tursiops truncatus, to gillnets and acoustic alarms. 
Biological Conservation, 115, 203-212. http://dx.doi.
org/10.1016/S0006-3207(03)00108-3

De Waal, F. (2001). The ape and the sushi master: Cultural 
reflections by a primatologist. New York: Basic Books.

Díaz López, B. (2006). Bottlenose dolphin (Tursiops trun-
catus) predation on a marine fin fish farm: Some under-
water observations. Aquatic Mammals, 32(3), 305-310. 
http://dx.doi.org/10.1578/AM.32.3.2006.305

Estes, J. A., Riedman, M. L., Staedler, M. M., Tinker, M. T., 
& Lyon, B. E. (2003). Individual variation in prey selec-
tion by sea otters: Patterns, causes, and implications. 
Journal of Animal Ecology, 72, 144-155. http://dx.doi.
org/10.1046/j.1365-2656.2003.00690.x



288  Pennino et al. 

Fertl, D., & Leatherwood, S. (1997). Cetacean interactions 
with trawls: A preliminary review. Journal of Northwest 
Atlantic Fishery Science, 22, 219-248. http://dx.doi.org/ 
10.2960/J.v22.a17

Ford, J. K., Ellis, G. M., Barrett-Lennard, L. G., Morton, 
A. B., Palm, R. S., & Balcomb III, K. C. (1998). Dietary 
specialization in two sympatric populations of killer 
whales (Orcinus orca) in coastal British Columbia and 
adjacent waters. Canadian Journal of Zoology,  76(8), 
1456-1471. http://dx.doi.org/10.1139/z98-089; http://
dx.doi.org/10.1139/cjz-76-8-1456

Fragaszy, D. M., & Perry, S. (2003). Towards a biology 
of traditions. In D. M. Fragaszy & S. Perry (Eds.), The 
biology of traditions: Models and evidence (pp. 1-32). 
Cambridge, UK: Cambridge University Press. http://
dx.doi.org/10.1017/CBO9780511584022.002; http://dx. 
doi.org/10.1017/CBO9780511584022

Galef, B. G., & Whiskin, E. E. (2008). Effectiveness of 
familiar kin and unfamiliar nonkin demonstrator rats 
in altering food choices of their observers. Animal 
Behaviour, 76, 1381-1388. http://dx.doi.org/10.1016/j.
anbehav.2008.07.004

Herman, L. M. (2002). Vocal, social, and self-imitation by 
bottlenose dolphins. In Imitation in animals and arti-
facts (pp. 63-108). Cambridge: Massachusetts Institute 
of Technology.

Herman, L. M., Pack A. A., & Morrel-Samuels, P. (1993). 
Representational and conceptual skills of dolphins. In 
H. R. Roitblat, L. M. Herman, & P. Nachtigall (Eds.), 
Language and communication: Comparative perspec-
tives (pp. 273-298). Hillsdale, NJ: Lawrence Erlbaum 
Associates.

Herzing, D. L. (2005). Transmission mechanisms of social 
learning in dolphins: Underwater observations of free-
ranging dolphins in the Bahamas. In Autour de l’etho-
logie et de la cognition animale (pp. 185-193). Lyon, 
France: Presses Universitaires de Lyon.

Krützen, M., Mann, J., Heithaus, M. R., Connor, R. C., 
Bejder, L., & Sherwin, W. B. (2005). Cultural transmis-
sion of tool use in bottlenose dolphins. Proceedings of 
the National Academy of Sciences, USA, 102, 8939-
8943. http://dx.doi.org/10.1073/pnas.0500232102

Kuczaj II, S. A., Gory, J. D., & Xitco, M. J. (1998). Using 
programs to solve problems: Imitation versus insight. 
Behavioral and Brain Sciences, 21, 695-696. http://
dx.doi.org/10.1017/S0140525X98351742

Kuczaj II, S. A., Yeater, D., & Highfill, L. (2012). How 
selective is social learning in dolphins? International 
Journal of Comparative Psychology, 25, 221-236.

Kuczaj II, S. A., Paulos, R. D., & Ramos, J. A. (2005). 
Imitation in apes, children and dolphins: Implications 
for the ontogeny and phylogeny of symbolic represen-
tation. In L. L. Namy (Ed.), Symbol use and symbolic 
representation: Developmental and comparative perspec-
tives (pp. 221-243). Mahwah, NJ: Lawrence Erlbaum 
Associates.

Laland, K. N. (2004). Social learning strategies. Learning & 
Behavior, 32, 4-14. http://dx.doi.org/10.3758/BF03196002

Laland, K. N., & Hoppitt, W. (2003). Do animals have cul-
ture? Evolutionary Anthropology, 12, 150-159. http://
dx.doi.org/10.1002/evan.10111

Laland, K. N., & Williams, K. (1997). Shoaling gener-
ates social learning of foraging information in gup-
pies. Animal Behaviour, 53, 1161-1169. http://dx.doi.
org/10.1006/anbe.1996.0318	

Lauriano, G., Fortuna, C. M., Moltedo, G., & Notarbartolo 
di Sciara, G. (2004). Interactions between common 
bottlenose dolphins (Tursiops truncatus) and the arti-
sanal fishery in Asinara Island National Park (Sardinia): 
Assessment of catch damage and economic loss. Journal 
of Cetacean Resource Management, 6, 165-173.

Lewis, J. S., & Schroeder, W. (2003). Mud plume feeding: 
A unique foraging behavior of the bottlenose dolphin in 
the Florida Keys. Gulf of Mexico Science, 21(1), 92-97.

Lusseau, D., Wilson, B., Hammond, P. S., Grellier, K., Durban, 
J. W., Parsons, K. M., . . . Thompson, P. M. (2006). 
Quantifying the influence of sociality on population struc-
ture in bottlenose dolphins. Journal of Animal Ecology, 75, 
14-24. http://dx.doi.org/10.1111/j.1365-2656.2005.01013.x

Mann, J. (1999). Behavioral sampling methods for ceta-
ceans: A review and critique. Marine Mammal Science, 
15, 102-122. http://dx.doi.org/10.1111/j.1748-7692.1999.
tb00784.x

Mann, J., & Kemps, C. (2003). The effects of provision-
ing on maternal care in wild bottlenose dolphins, 
Shark Bay, Western Australia. In N. Gales, M. Hindell, & 
R. Kirkwood (Eds.), Marine mammals: Fisheries, tour-
ism, and management issues (pp. 304-317). Collingwood, 
Victoria, Australia: CSIRO Publishing.

Mann, J., & Sargeant, B. (2003). Like mother, like calf: 
The ontogeny of foraging traditions in wild Indian 
Ocean bottlenose dolphins (Tursiops sp.). In D. M. 
Fragaszy & S. Perry (Eds.), The biology of traditions: 
Models and evidence (pp. 236-266). Cambridge, UK: 
Cambridge University Press. http://dx.doi.org/10.1017/
CBO9780511584022.010

Mann, J., & Smuts, B. (1999). Behavioral development in wild 
bottlenose dolphin newborns (Tursiops sp.). Behaviour, 
136, 529-566. http://dx.doi.org/10.1163/156853999501469

Mann, J., Connor, R. C., Barre, L. M., & Heithaus, M. R. 
(2000). Female reproductive success in bottlenose dol-
phins (Tursiops sp.): Life history, habitat, provisioning, 
and group-size effects. Behavioral Ecology, 11, 210-
219. http://dx.doi.org/10.1093/beheco/11.2.210

Mann, J., Sargeant, B. L., Watson-Capps, J. J., Gibson, 
Q. A., Heithaus, M. R., Connor, R. C., & Patterson, E. 
(2008). Why do dolphins carry sponges? PLoS One, 3. 
http://dx.doi.org/10.1371/journal.pone.0003868

Marino, L., Connor, R. C., Fordyce, R. E., Herman, L. M., 
Hof, P. R., Lefebvre, L., . . . Whitehead, H. (2007). 
Cetaceans have complex brains for complex cognition. 
PLoS Biology, 5, 966-972. http://dx.doi.org/10.1371/
journal.pbio.0050139

Neil, D. T. (2002). Cooperative fishing interactions 
between Aboriginal Australians and dolphins in eastern 



		  289

Australia. Anthrozoos, 15, 3-18. http://dx.doi.org/10. 
2752/089279302786992694

Neter, J., Wasserman, W., & Kutner, M. H. (1990). Applied 
linear statistical models (3rd ed.). Homewood, IL: Irwin.

Pryor, K., Lindbergh, J., Lindbergh, S., & Milano, R. 
(1990). A dolphin-human fishing cooperative in Brazil. 
Marine Mammal Science, 6, 77-82. http://dx.doi.org/ 
10.1111/j.1748-7692.1990.tb00228.x

R Development Core Team. (2012). R: A language and 
environment for statistical computing. Vienna, Austria: 
R Foundation for Statistical Computing. Retrieved 
17 July 2013 from www.R-project.org. 

Reader, S. M., & Laland, K. N. (2002). Social intelli-
gence, innovation, and enhanced brain size in primates. 
Proceedings of the National Academy of Sciences, USA, 
99, 4436-4441. http://dx.doi.org/10.1073/pnas.062041299

Reeves, R. R., Read, A. J., & Notarbartolo di Sciara, G. 
(Eds.). (2001). Report of the workshop on interactions 
between dolphins and fisheries in the Mediterranean: 
Evaluation of mitigation alternatives (Report of 
ICRAM, Document SC/53/SM3).

Rendell, L., & Whitehead, H. (2001). Culture in whales and 
dolphins. Behavioral and Brain Sciences, 24, 309-382. 
http://dx.doi.org/10.1017/S0140525X0100396X

Rossbach, K., & Herzing, D. L. (1997). Underwater obser-
vations of benthic-feeding bottlenose dolphins (Tursiops 
truncatus) near Grand Bahama Island, Bahamas. 
Marine Mammal Science, 13(3), 498-504. http://dx.doi.
org/10.1111/j.1748-7692.1997.tb00658.x

Rotta, A. (2009). Stato di benessere delle popolazioni di ceta-
cei e marangone dal ciuffo nel nord Sardegna [Welfare 
of the cetacean and shag (Phalacrocorax aristotolis 
desmarestii) populations in northern Sardinia (Italy)]. 
(Doctoral thesis). University of Sassari, Sassari, Italy. 
170 pp.

Sargeant, B. L., & Mann, J. (2009). Developmental evi-
dence for foraging traditions in wild bottlenose dol-
phins. Animal Behaviour, 78, 715-721. http://dx.doi.org/ 
10.1016/j.anbehav.2009.05.037

Sargeant, B. L., Mann, J., Berggren, P., & Krützen, M. 
(2005). Specialization and development of beach hunt-
ing, a rare foraging behavior, by wild Indian Ocean 
bottlenose dolphins (Tursiops sp.). Canadian Journal 
of Zoology, 83, 1400-1410. http://dx.doi.org/10.1139/
z05-136

Sargeant, B. L., Wirsing, A. J., Heithaus, M. R., & Mann, 
J. (2007). Can environmental heterogeneity explain indi-
vidual foraging variation in wild bottlenose dolphins 
(Tursiops sp.)? Behavioral Ecology and Sociobiology, 61, 
679-688. http://dx.doi.org/10.1007/s00265-006-0296-8

Scott, E. M., Mann, J., Watson-Capps, J. J., Sargeant, B. L., 
& Connor, R. C. (2005). Aggression in bottlenose dol-
phins: Evidence for sexual coercion, male-male compe-
tition, and female tolerance through analysis of tooth-
rake marks and behaviour. Behaviour, 142, 21-44. http://
dx.doi.org/10.1163/1568539053627712

Silva, M. A., Feio, R., Prieto, R., Goncalves, J. M., & Santos, 
R. S. (2002). Interactions between cetaceans and the tuna 

fishery in the Azores. Marine Mammal Science, 18, 893-
901. http://dx.doi.org/10.1111/j.1748-7692.2002.tb01080.x

Smolker, R. S., Richards, A. F., Connor, R. C., & Pepper, 
J. W. (1992). Sex differences in patterns of association 
among Indian Ocean bottlenose dolphins. Behaviour, 
123, 38-69. http://dx.doi.org/10.1163/156853992X00101

Smolker, R., Richards, A., Connor, R. C., Mann, J., & 
Berggren, P. (1997). Sponge carrying by dolphins 
(Delphinidae, Tursiops sp.): A foraging specialization 
involving tool use? Ethology, 103, 454-465. http://dx. 
doi.org/10.1111/j.1439-0310.1997.tb00160.x

Terkel, J. (1996). Cultural transmission of feeding behavior 
in the black rat (Rattus rattus). In C. M. Heyes & M. G. 
Galef (Eds.), Social learning in animals: The roots of 
culture (pp. 17-47). San Diego: Academic Press. http://
dx.doi.org/10.1016/B978-012273965-1/50003-0

van Schaik, C. P., Ancrenaz, M., Borgen, G., Galdikas, 
B., Knott, C. D., Singleton, I.,  . . . Merrill, M. (2003). 
Orangutan cultures and the evolution of material cul-
ture.  Science,  299,  102-105. http://dx.doi.org/10.1126/
science.1078004

Ward, J. H. (1963). Hierarchical grouping to optimize an 
objective function.  Journal of American Statistical 
Association, 58(301), 236-244. http://dx.doi.org/10.108
0/01621459.1963.10500845

Wells, R. S., & Scott, M. D. (1994). Incidence of gear 
entanglement for resident inshore bottlenose dolphins 
near Sarasota, Florida. In G. P. Donovan, W. F. Perrin, & 
J. Barlow (Eds.), Gillnets and cetaceans (p. 629). Report 
of the International Whaling Commission (Special Issue 
15).

Wells, R. S., Hofmann, S., & Moors, T. L. (1998). 
Entanglement and mortality of bottlenose dolphins 
(Tursiops truncatus) in recreational fishing gear in 
Florida. Fishery Bulletin, 96(3), 647-650.

Wells, R. S., Scott, M. D., & Irvine, A. B. (1987). The social 
structure of free ranging bottlenose dolphins. In H. H. 
Genoways (Ed.), Current mammalogy (pp. 247-305). 
New York: Plenum Press. http://dx.doi.org/10.1007/978-
1-4757-9909-5_7

Whiten, A., & van Schaik, C. P. (2007). The evolution of 
animal “cultures” and social intelligence. Philosophical 
Transactions of the Royal Society B, 362, 603-620. 
http://dx.doi.org/10.1098/rstb.2006.1998

Whiten, A., Goodall, J., McGrew, W. C., Nishida, T., 
Reynolds, V., Sugiyama, Y., . . . Boesch, C. (1999). 
Cultures in chimpanzees. Nature, 399, 682-685. http://
dx.doi.org/10.1038/21415

Wilson, B., Hammond, P. S., & Thompson, P. M. (1999). 
Estimating size and assessing trends in a coastal bottle-
nose dolphin population. Ecological Applications, 9, 
288-300. http://dx.doi.org/10.1890/1051-0761(1999)009 
[0288:ESAATI]2.0.CO;2

Xitco, M. J., Jr., & Roitblat, H. L. (1996). Object recog-
nition through eavesdropping: Passive echolocation in 
bottlenose dolphins. Animal Learning and Behaviour, 
24, 355-365. http://dx.doi.org/10.3758/BF03199007


