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Long-term patterns of abundance, 
residency and movements of bull 
sharks (Carcharhinus leucas) in 
Sydney Harbour, Australia
Amy f. Smoothey1*, Kate A. Lee2 & Victor M. peddemors1

Bull sharks (carcharhinus leucas) are known to frequent nearshore environments, particularly estuaries, 
resulting in interactions with humans. Knowledge of the behaviour of large individuals in temperate, 
estuarine environments is limited. this acoustic telemetry study reports on residency and movement 
patterns of 40 sub-adult and adult bull sharks in Sydney Harbour, a large temperate estuary, over seven 
years. Bull sharks exhibited clear seasonal patterns in their occurrence during the austral summer 
and autumn, with abundance peaking in January and february. this pattern was consistent between 
sexes and across all sizes. Bull sharks displayed weak diel differences in their spatial distribution, with 
individuals using areas further from the Harbour entrance more frequently during the day and at low 
tides. A diel pattern in depth use was apparent, with sharks utilising deeper water during daytime 
and moving shallower at night. Bull sharks had high individual inter-annual variability in their spatial 
distribution, however, when data were aggregated among all individuals and years, two locations 
of increased use were identified. Water temperature was the key predictor for seasonal movements 
and return behaviour to this estuary, suggesting that increasing water temperatures as a result of 
climate change may lead to higher shark abundance and possibly longer periods of residency in Sydney 
Harbour. Understanding the drivers for bull shark abundance and distribution will hopefully facilitate 
better education and shark smart behaviour by estuarine water-users, especially during summer and 
autumn months.

Many species of sharks are high-order predators and play important roles in structuring marine communities, 
either directly or indirectly1–4. With several populations declining throughout the world due to habitat-loss and 
alteration, coupled with the threats from over-fishing5,6, there is an urgent need to understand aspects of their 
biology, ecology and behaviour to enable effective management of populations and, increasingly, for reducing 
potentially hazardous shark-human interactions.

Despite the world-wide trend of unprovoked shark bites increasing in frequency7, these events are still rela-
tively rare. Yet, when they occur they receive large amounts of media attention, concern from the public8, and 
significant political interest which has led to the implementation of shark bite mitigation strategies to increase 
public safety9. Historically, bather protection programs have focused on lethal mitigation measures10, however, 
attention has shifted recently towards non-lethal mitigation strategies such as, catch and relocate approaches11, 
aerial12,13 or land-based surveillance14 and increasing our understanding of the ecology of potentially dangerous 
sharks (e.g. white sharks, Carcharodon carcharias15). Knowledge of their behaviour will enhance the predictability 
of shark encounters and thereby potentially reduce the risk of shark bites either through establishing: (i) educa-
tion programs to modify human behaviour, in areas and times of increased risk16 or, (ii) mitigation strategies that 
are more target-specific.

In south-east Australia, shark interactions occur in nearshore waters with a distinct seasonal peak between 
November and April17. The impact of this seasonal increase was highlighted during the summer and autumn 
of 2009, with 13 unprovoked interactions occurring in NSW, including a particularly severe bite by a bull shark 
(Carcharhinus leucas) on a diver in Sydney Harbour. Consequently, the NSW Government requested informa-
tion on the spatial and temporal patterns of distribution and abundance of sharks in Sydney Harbour. It was 
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subsequently shown that bull sharks were the only potentially dangerous species of shark caught consistently 
throughout Sydney Harbour in summer and autumn18, but the processes governing these patterns required fur-
ther investigation. Furthermore, water-users are often warned to avoid the water during crepuscular and noctur-
nal periods to reduce risks of encountering sharks, as these are the periods historically assumed to be times of 
increased activity and feeding. Here, we evaluate these assumptions by investigating diel differences in behaviour 
and use of habitat.

Bull sharks are large up to 4 m total length19 apex predators, globally distributed throughout rivers, estuaries, 
nearshore areas and continental shelf waters of tropical and sub-tropical regions. They are one of the few species 
of shark physiologically capable of tolerating freshwater20. Consequently, such tolerance enables them to frequent 
nearshore areas where they may interact more with water-users than other shark species. Studies done on the 
presence and movement of bull sharks have shown that their behaviours are complex and the propensity of indi-
viduals to move or stay, varies across different spatial and temporal scales and changes according to size and sex 
of the individual21,22. It is well documented that bull sharks, use estuarine and riverine environments, however, 
most of that work has been done on juveniles in tropical regions23–27. Their movements within those systems has 
been shown to be influenced by various environmental conditions such as, temperature28, salinity23,29, dissolved 
oxygen30 and rainfall31. Our understanding of the spatial ecology and behavioural patterns of adult bull sharks 
is still relatively limited, particularly in temperate waters. Recent work reported that adults migrate large dis-
tances, yet exhibit strong site fidelity on a seasonal or annual basis21,32–35. However, much remains unclear about 
the long-term space use, seasonal trends in movements and environmental drivers for habitat-use of adult bull 
sharks in temperate estuaries. Here, we report on the use of acoustic telemetry to investigate the spatial ecology 
of bull sharks in Sydney Harbour, specifically to examine: (i) whether there are diel and/or seasonal patterns, (ii) 
how long bull sharks spend in Sydney Harbour, (iii) if there are any areas of increased use, (iv) water depths used, 
and (v) whether these patterns of occurrence are influenced by environmental and biological drivers. This study 
provides essential knowledge of bull shark behaviour that will, ultimately enhance the possibility to more accu-
rately predict the likelihood of bull sharks occuring in temperate waterways and thus contribute to an objective 
assessment of the likelihood of bull sharks interacting with humans in these locales.

Results
Forty bull sharks (12 females and 28 males) were tagged in Sydney Harbour ranging in size from 220 to 322 cm 
TL (Table 1). All sharks were classified as adults or sub-adults based on their size and/or the calcification of 
male claspers. Four sharks were only ever detected in the array on a single day post release (#12, 16, 26 and 32; 
male = 2, female = 2, Fig. 1) with the remaining sharks detected for varying lengths of time.

Abundance and residency. The number of days per year that sharks were detected in the Harbour over 
the entire study ranged from 1 to 105 days (26.7 ± 1.8; mean ± SE) and was higher for males (30.7 ± 2.2) than 
females (18.6 ± 2.2). Residency of bull sharks in Sydney Harbour ranged from 0 to 0.19 (Table 1) and did not 
differ between males (0.05 ± 0.01) and females (0.02 ± 0.01; T-test, t = 1.38, df = 38, p > 0.05). Throughout 
the study, 70% of tagged sharks subsequently returned to the Harbour on one or more years post tagging and 
28% of individuals returned on all possible years. Despite there being no significant differences in the time of 
arrival or departure between sexes, among sharks of different sizes, among years or for the sex-size interaction 
(MCMCglmm, all p-values > 0.05), some females arrived in Sydney Harbour earlier than males (Fig. 2) and some 
males departed earlier than females (Fig. 3). The highest proportion of females and males arrived in January 
(Fig. 2) and a high percentage of both sexes departed in February and March (Fig. 3), yet male bull sharks were 
present for one month longer than females.

The proportion of a month that sharks were detected showed significant inter-annual (Fig. 4a) and seasonal 
(Fig. 4b) variation but did not vary with size, sex or size according to sex (none of the latter variables were 
included in final model). Sharks spent less time in Sydney Harbour in 2010 and 2011 than the other years of the 
study (Fig. 4a). The model accounted for the varying number of receivers deployed in Sydney Harbour, with the 
largest array being deployed in 2011. The variation in detections between years was therefore not due to dispar-
ity in the number of receivers deployed. January and February represented the period when bull sharks spent 
the highest proportion of the month in Sydney Harbour, whilst they were completely absent between July and 
October (Fig. 4b). However, the final model only accounted for 42.7% of variation observed in the data suggesting 
other factors not considered in our models also influence how many days per month bull sharks were detected.

Diel, tidal and depth. Standardised probability of detection showed that sharks were detected more during 
daylight hours than at night (Fig. 5). However, there was only a 10% difference in the probability of detection 
between the peak (between 13:00 to 14:00; ~53% probability of being detected) and trough (midnight; ~43% 
probability of detection) and the model only accounted for 4.01% of the variability observed in the data. Sharks 
utilised habitats further from the Harbour entrance during the day than at night (Fig. 6a) and at low tide (Fig. 6b). 
However, the model indicated that sharks utilised distances of greater than 6 km from the Harbour entrance and 
only accounted for 2.68% of the variability in the data.

Depths used by sharks (n = 23) ranged from 0 to 40.02 m; with a mean of 7.59 ± 0.03 m. Sharks exhibited a 
diel pattern in their depth use, with individuals utilising slightly deeper positions during the day than at night 
(Fig. 7a,b). This model accounted for a higher amount of variability in the data than the previous two mod-
els (20.7%). The descent of tagged bull sharks into deeper water at daybreak, occupation of mean water depths 
greater than 7 m during daytime and moving shallower during twilight hours suggests strong diel patterns in 
habitat use (Fig. 7a).
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Area use of Sydney Harbour. Sharks were detected on all the receivers deployed in Sydney Harbour, how-
ever, there was high individual variability in the spatial distribution of bull sharks across the monitored area 
(Fig. 8). This led to inter-annual variation in the location of ‘hotspots’ (defined as areas of above the mean number 
of detections per day deployed), and in the total number of sharks detected at each of the receivers within these 
‘hotspots’ (Fig. 8). When data were aggregated among all individuals and years (Fig. 9), no ‘coldspot’ (defined 
as areas below the mean number of detections per day deployed) areas were found within the array (Fig. 9b). 
Although, seven receivers had a higher percentage of detections (Fig. 9a), only two ‘hotspot’ locations were iden-
tified (Fig. 9b). The two areas of increased occurrence were: (i) the modified urban region immediately east of 
the Sydney Harbour Bridge (Garden Island, Opera House & Kirribilli) and (ii) Mortlake Point, at the entrance 
to the mangrove-lined Yaralla Bay in the Parramatta River. The probability that a location was a ‘hotspot’ was 
higher in mean water depths less than 5 m (Fig. 10a) and areas with steeper drop-offs (i.e. greater maximum slope; 
Fig. 10b). However, there was no influence by year, as this variable was not included in the final model structure.

Shark ID
Date 
tagged Sex

TL 
(cm)

No. of days 
detected

No. of days 
monitored

Residency 
index

No. of years 
subsequently returned

1 4/03/09 Male 282 28 2277 0.01 0 (6)

2 24/03/09 Male 247 32 2257 0.01 4 (6)

3 21/01/10 Male 276 380 1954 0.19 4 (5)

4 21/01/10 Male 257 256 1954 0.13 5(5)

5 25/01/10 Male 235 13 1950 0.01 5(5)

6 8/02/10 Male 240 137 1936 0.07 5(5)

7 11/02/10 Male 264 144 1933 0.07 5(5)

8 17/02/10 Male 220 300 1927 0.16 5 (5)

9 24/02/10 Male 276 181 1920 0.09 5 (5)

10 2/03/10 Male 273 368 1914 0.19 5 (5)

11 3/03/10 Male 288 9 1913 0.00 0 (5)

12 11/01/11 Female 322 1 1599 0.00 0 (4)

13 11/01/11 Male 282 34 1599 0.02 2 (4)

14 11/01/11 Male 296 49 1599 0.03 3 (4)

15 19/01/11 Male 306 23 1591 0.01 3 (4)

16 19/01/11 Female 286 1 1591 0.00 0 (4)

17 25/01/11 Male 312 3 1585 0.00 0 (4)

18 27/01/11 Female 215 29 1583 0.02 0 (4)

19 1/02/11 Male 260 60 1578 0.04 4 (4)

20 4/02/11 Female 264 121 1575 0.08 3 (4)

21 12/02/11 Male 288 38 1567 0.02 2 (4)

22 12/02/11 Female 274 4 1567 0.00 1 (4)

23 21/02/11 Male 272 121 1558 0.08 2 (4)

24 3/03/11 Female 296 68 1548 0.04 2 (4)

25 8/03/11 Male 293 160 1543 0.10 3 (4)

26 11/03/11 Male 228 1 1540 0.00 0 (4)

27 6/04/11 Male 296 4 1514 0.00 0 (3)

28 9/01/12 Female 294 24 1236 0.02 1 (3)

29 18/01/12 Female 301 17 1227 0.01 1 (3)

30 24/01/12 Female 274 13 1221 0.01 1 (3)

31 25/01/12 Female 247 70 1220 0.06 3 (3)

32 30/01/12 Male 260 1 1215 0.00 0 (3)

33 31/01/12 Male 234 26 1214 0.02 0 (3)

34 31/01/12 Male 258 18 1214 0.01 1 (3)

35 16/01/13 Female 264 61 863 0.07 1 (2)

36 16/01/13 Male 279 27 863 0.03 0 (2)

37 17/01/13 Male 270 9 862 0.01 2 (2)

38 17/01/13 Male 248 92 862 0.11 1 (2)

39 17/01/13 Male 275 41 862 0.05 2 (2)

40 30/01/13 Female 220 21 849 0.02 0 (2)

Table 1. Details of the 40 bull sharks tagged and detected in Sydney Harbour, New South Wales. Total length 
is the length at tagging. Number inside brackets represents the maximum number of years monitored in this 
study.
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environmental correlates to shark presence and abundance. Shark presence-absence and abun-
dance were both only influenced by water temperature and not total rainfall, total rainfall the previous day 
or moon illumination. Probability of sharks being present increased when the water temperature was ~22°C 
(Fig. 11a) and this model accounted for 52.5% of the variability observed in the data. Similarly, the number of 
sharks detected increased in water temperatures from ~19 to 23°C (Fig. 11b) and this model accounted for 22.6% 
of the variability observed in the data.

Figure 1. Presence-absence plot of bull sharks acoustically detected in Sydney Harbour from 2009 to 2015.
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Figure 2. Month that sharks arrived in Sydney Harbour (across all years) by sex.
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Discussion
Studies investigating the movements of sharks have increased in recent years, yet until now there was limited 
knowledge about the long-term patterns of abundance, residency and movements of large potentially dangerous 
sharks in heavily urbanised, temperate estuaries. Here, we demonstrated that Sydney Harbour, the most urban-
ised and iconic waterway in Australia36 is an important habitat for adult and sub-adult bull sharks. Acoustic 
telemetry data from seven years revealed that bull sharks exhibited distinct patterns of presence, abundance and 
residency through time. Bull sharks demonstrated clear seasonal patterns in their occurrence during the austral 
summer and autumn with abundance peaking in January and February across all years supporting earlier findings 
of increased catches during these months18.

The clear seasonal patterns in abundance and residency found in this study are consistent with previous stud-
ies done in sub-tropical and tropical environments. Daly et al.34 reported that bull sharks tagged on the east 
coast of southern Africa migrated south into more temperate latitudes during summer before migrating north to 
warmer latitudes during the austral winter and spring. These patterns were reflected in an increase in catch of bull 
sharks in bather-protection programs in higher latitudes off the east coast of South Africa during December, with 
a decline during austral winter and spring37. Conversely, researchers working in tropical latitudes report greater 
abundance in cooler months, with some sex-based difference in abundance and distribution21,38. In our study, 
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Figure 3. Month that sharks departed from Sydney Harbour (across all years) by sex.
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Figure 4. Response curves of the proportion of month that sharks were present in Sydney Harbour GAMM, 
showing the influence of (a) year and (b) month on the number of days individual sharks were detected per 
month. Shaded areas indicate the 95% confidence intervals.
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Figure 5. Response curve of standardised proportion of detections per hour GAMM, showing the influence of 
the hour of the day on the probability of detection. The proportion of detections per hour were standardised by 
the standardised detection frequencies (SDFs) calculated from sentinel tags.
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Figure 6. Generalised additive mixed model response curves showing the influence of (a) hour of the day and 
(b) the tidal height (m) on the distance of the centre of activity to the entrance of Sydney Harbour per hour.
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Figure 7. (a) Mean depth used by sharks for each hour of the day and (b) Generalised additive mixed model 
response curve showing the influence of hour of the day on the position in the water column that sharks were 
detected.
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we tagged twice as many males as females, yet while there were no sex-based differences in the time of arrival 
or departure and residency times, the number of days detected in the Harbour was greater for male bull sharks. 
In addition, the lack of heavily pregnant females and mating bites on sexually mature females caught during our 
study, suggests that this southern distribution of large bull sharks is unlikely related to reproductive activities but 
may be driven by foraging opportunities.

Residency indices for bull sharks reported here were sustainably lower than those values published previ-
ously21,33,34. This is likely due to the fact that Sydney Harbour is towards the southern extent of the distribution 
of bull sharks39 and whilst bull sharks are abundant in the Harbour throughout the austral summer and autumn, 
they were largely absent between June and November, which is correlated to their movement to lower latitudes35. 
Espinoza et al.21 reported that not all bull sharks from those lower latitudes participate in these large-scale move-
ments, with a large proportion of the tagged sharks, predominately males, remaining in the study site year-round. 
Lee et al.22 highlighted the importance of estuaries as a key predictor for sub-adult and adult bull shark abundance 
along the east coast of Australia, yet interestingly found that bull sharks occurred more at mid-shelf habitats (20 
to 60 m) compared to nearshore areas (<20 m water depth). Here, detections of tagged bull sharks decreased 
over the monitoring period, with the greatest decline occurring between 2010 and 2011. This decline could be 
explained by: (i) dispersal to areas without acoustic coverage, (ii) mortality associated with commercial and rec-
reational fishing40, bather protection programs41–44, or natural mortality, and (iii) tag failure.

The distribution and habitat-use of sharks in nearshore environments have been shown to differ over var-
ious spatial and temporal scales as a result of variability in environmental conditions and/or biological driv-
ers18,29,30,45–48. Throughout the austral summer and autumn when sharks were present in the Harbour, we found 
high individual variability in the spatial and temporal distribution of bull sharks, such that sharks were not homo-
geneously distributed throughout the Harbour over time. Although tagged sharks were detected on all receivers 
from the entrance to the upper river reaches, there were differences in: (i) the number of receivers visited by 
each individual shark, (ii) the number of sharks detected at each of the receivers and (iii) inter-annual varia-
tion in where ‘hotspots’ occurred. Interestingly, we found that when data were aggregated among all individuals 
and years, seven receivers interspersed throughout the Harbour had a higher percentage of detections through 
time, but only two locations were consistently identified as a ‘hotspot’. One area of increased occurrence was 
in the vicinity of Garden Island, the Opera House and Kirribilli. This area is a highly modified, urban region 
immediately east of the Sydney Harbour Bridge and was the location of an unprovoked bull shark bite early 
one morning in February 2009. The other area of increased bull shark utilisation was located at the entrance 
to the mangrove-lined Yaralla Bay in the Parramatta River. Whilst this area is still urbanised, it is less modified 
and the surrounding shores are fringed with mangroves49. Analysis of potential drivers for using these areas 
indicated that the best predictors of ‘hotspot’ locations were mean water depths being less than 5 m and areas 
with steeper drop-offs (i.e. greater maximum slope). It is unknown whether these habitat variables influence the 
behaviour of bull sharks directly or, indirectly by potentially influencing the availability of prey. In a recent teleost 
telemetry study in Sydney Harbour, Taylor et al.50 reported on the patterns of residency of several potential prey 
species. Although fine-scale temporal variation was not presented in their study, it was suggested that mulloway 
(Argyrosomus japonicus), silver trevally (Pseudocaranx georgianus) and yellow tail kingfish (Seriola lalandi) were 
resident throughout the year overlapping with the areas of increased occurrence of bull sharks through time. 
Furthermore, bottom topography in the form of deep holes or basins were identified as key habitats for mulloway 
residing in a temperate estuary south of Sydney Harbour51. It is therefore highly probable that bull sharks within 
the Harbour are more prevalent in areas of drop-offs and deep holes to optimise success of foraging. Further 
telemetry research of bull sharks and their prey in Sydney Harbour would potentially unravel this predator-prey 
relationship and assist in determining the drivers for habitat use in Sydney Harbour by bull sharks.

Figure 8. Annual variation in the distribution of ‘hotspots’ for shark detections in Sydney Harbour and number 
of sharks detected at each of these ‘hotspots’ as identified through spatial hotspot analysis.
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Many species alter their movement and use of habitat over smaller temporal scales to optimise opportunities 
for foraging or take advantage of prey availability52. In this study, we found weak diel differences in the patterns 
of movement of bull sharks, such that sharks were detected slightly more during the day than during periods 
of darkness and exhibited minor differences in their spatial distribution. Bull sharks tended to occupy areas 
further from the Harbour entrance during the day. Previous studies investigating diel patterns of activity in bull 
sharks have shown increased site fidelity during daylight hours followed by an absence or boarder use of habitat 
at night53. Similarly, Daly et al.34 reported that the majority of tagged adult bull sharks at the Pinnacle Reef in 
Mozambique exhibited different patterns in habitat-use over a 24-hour period and attributed these differences to 
reflect foraging behaviours. These diel differences in movements were not exhibited by bull sharks within Sydney 
Harbour waters, however, they did display diel differences in their use of the water column.

In this study, bull sharks in Sydney Harbour used slightly deeper water during the day and shallower water 
during night, a pattern also reported for adult bull sharks elsewhere33,34. In contrast, Carlson et al.32 found that 
sub-adult bull sharks tagged in coastal areas of the Gulf of Mexico and off the south-east coast of USA, did not 

Figure 9. (a) The overall proportion of bull shark detections per receiver in Sydney Harbour and (b) the 
aggregate distribution of ‘hotspot’ versus ‘coldspot’ areas within these waters for all sharks throughout the study.
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exhibit differences in their depth usage between daytime and period of darkness, however, bull sharks in those 
areas exhibited a similar propensity for shallower waters as sharks in Sydney Harbour.

Studies examining the influence of lunar phase on abundance and movements of sharks have shown either 
direct or indirect effects of moon phase54,55. These patterns have often been attributed to moon-phase influencing 
the behaviour and abundance of predators as a result of illumination and/or tide, or indirectly, as a result of effects 
on the behaviour and distribution of prey. Moon illumination appears not to affect bull shark movements, as evi-
denced in both our study on free-ranging sharks and in reported net captures in both NSW44 and South Africa56. 
Conversely, tidal cycle does appear to influence their movements in Sydney Harbour with individuals using areas 
further from the Harbour entrance at low tide. Although bull sharks are well known for their ability to reside in 
low salinity waters, these upper regions of the Harbour experience insufficient fresh water input to substantially 
change salinity levels. It is possible that prey abundance and distribution are the drivers for bull shark occupa-
tion of these areas during low tide, as evidenced by the reported movements of potential prey in these regions of 
Sydney Harbour50. Moreover, here we found no influence of total daily rainfall or rainfall from the previous day 
on the patterns of movement of bull sharks. This is likely due to Sydney Harbour experiencing infrequent, large 
precipitation events. For example, in Sydney the average monthly rainfall between 1859 and 2010 ranged from a 
minimum of 69.1 mm in September to a maximum of 130.6 mm in June57. This contrasts to seasonal summer and 
autumn rainfall events experienced in sub-tropical and tropical regions of Australia where rainfall and increased 
river flow has been shown to alter the patterns of occurrence and movements of bull sharks31 and other carchar-
hinids in nearshore environments58.

Movement in large coastal sharks is generally considered to be driven by their desire to exploit seasonally 
abundant prey59–61 or for reproductive requirements62,63. While many studies have revealed repeated large-scale 

5 10 15 20

0.0

0.2

0.4

0.6

0.8

1.0

Mean depth (m)

P
ro

ba
bi

lit
y 

of
 h

ot
sp

ot

a)

5 10 15 20 25 30

0.0

0.2

0.4

0.6

0.8

1.0

Maximum slope (°)

P
ro

ba
bi

lit
y 

of
 h

ot
sp

ot

b)

Figure 10. Influence of (a) mean depth and (b) maximum slope on the probability of a receiver being deployed 
within a shark ‘hotspot’.
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Figure 11. Generalised additive mixed model response curves showing the influence of (a) water temperature 
on daily shark presence-absence and (b) water temperature on shark abundance in Sydney Harbour.
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movements in response to reproductive philopatry64 it is unlikely that directed migrations to Sydney Harbour 
are associated with reproduction as no sharks have been captured with evidence of recent mating activities and 
neonates have not been caught in this waterway18.

In the case of bull sharks on the east coast of Australia, prey availability has been postulated to influence 
their abundance in spring on the central Great Barrier Reef where the sharks aggregate to exploit large spawning 
aggregations of Spanish mackerel (Scomberomorus commerson)21,65. During summer and autumn, both dolphin-
fish (Coryphaena hippurus) and yellow tail kingfish (Seriola lalandi) are abundant in offshore waters of NSW66, 
possibly attracting bull sharks into these waters. Over the period of this study in Sydney Harbour, yellowtail 
kingfish (Seriola lalandi), Australian bonito (Sarda australis), frigate mackerel (Auxis thazard) and mackerel tuna 
(Euthynnus affinis), among others, were repeatedly observed (pers. obs.), all of which may be potential prey spe-
cies of bull sharks and may therefore be a driver for their use of this habitat.

The long-term philopatry exhibited by individuals for Sydney Harbour is the first record of this behaviour by 
bull sharks in temperate waters. Adult bull sharks are known to be highly philopatric to reproductive areas62,67,68 
and tropical environments33,69, yet little was previously known about the fidelity of bull sharks to temperate 
regions. Over the seven year monitoring period, bull sharks displayed strong inter-annual fidelity to Sydney 
Harbour with 70% of tagged sharks subsequently returning to the Harbour on one or more years post tagging 
and 28% of all tagged sharks returning on all possible years. These tagged sharks have often been detected in the 
central and southern Great Barrier Reef during winter and spring before migrating south to Sydney Harbour in 
the summer35, yet little was known about the abundance and residency of bull sharks in this temperate estuarine 
environment or the drivers responsible for these patterns of abundance and residency. Here, we found seasonal 
changes in water temperature to be a key predictor of shark occurrence, with the probability of bull sharks being 
present in the Harbour increasing when water temperature was ~22°C and generally increasing with increasing 
temperature. Such seasonal change in water temperature has previously been shown to influence the distribu-
tion and abundance of bull sharks, with sharks present in sub-tropical and temperate waters on the east coast 
of Australia when sea surface temperature was between 20 and 26°C, with peak abundance at 24°C22. Similar 
seasonal patterns of temperature-mediated movements have been found for other elasmobranchs21,47,70–73. While 
temperature appears to be the key driver of the seasonal occurrence of bull sharks in Sydney Harbour, further 
research is required to determine whether individuals gain physiological advantages for using these seasonally 
warmer environments as shown for tiger sharks (Galeocerdo cuvier)74.

Sydney Harbour is Australia’s busiest, most industrialised and urbanised estuary playing a significant eco-
nomic, social and environmental role for the city of Sydney, housing 5.23 million people36,75,76. Understanding 
and potentially managing shark-human interactions, especially in highly populated estuaries, is important given 
the growing human population, more people in the water and thus the probability of an unprovoked shark bite 
occurring being increased7. Bull sharks have been implicated in several fatal or severe interactions in New South 
Wales and around the world9,17,77. The need to understand their movement and behaviour from a public safety 
and risk management perspective is therefore imperative. In this study we highlight that the greatest likelihood of 
large bull sharks occurring in Sydney Harbour is: (i) when water temperature is around 22°C during the austral 
summer and autumn and (ii) in areas with water depths less than 5 m and near areas with steeper drop-offs. Bull 
sharks use shallower water at night, with changes in depth use recorded during crepuscular periods. Yet, whilst 
we found that bull sharks in Sydney Harbour were not more active during low-light periods (i.e. dawn, dusk and 
night), we cannot rule out that bull sharks don’t feed during these periods. The higher abundance of bull sharks in 
Sydney Harbour during the warmer months coincides with greater water-use activities (e.g. swimming, snorkel-
ling, diving, kayaking). Although bull shark encounters are relatively rare, despite regular use by large sharks in 
high recreational areas in the Harbour, our results support current recommendations for water-users to exercise 
caution during nocturnal and crepuscular periods to avoid risk of encounters with bull sharks given their sensory 
adaptations for low-light levels78. These recommendations are particularly pertinent when waters are around 22°C 
and where shallow waters are close to steep drop-offs.

Methods
Study location. Sydney Harbour (~33°51′S, 151°14′E, Fig. 12) is the most urbanised estuary in Australia, 
surrounded by the city of Sydney which is home to over five million residents and supports a large amount of rec-
reational, commercial and industrial activities79. The estuary is a large, deep, drowned river valley approximately 
30 km long, 3 km at its widest point and covers an area of 55 km2 with numerous tributaries and waterways80. The 
morphology of the seabed is complex and irregular with a series of deep holes up to 47 m deep, however, most 
embayments are relatively shallow (<15 m). It is fully tidal and has a relatively small freshwater inflow from two 
rivers, the Parramatta and Lane Cove rivers. Salinity reflects marine conditions but declines after heavy rainfall 
when there is often a surface layer of fresh water that can extend up to half the length of the Harbour80.

Shark tagging and acoustic array. In 2009, an array of VR2W acoustic receivers (Vemco Ltd, Nova 
Scotia) was deployed to monitor movements of bull sharks. Receivers were strategically placed from the mouth 
of the estuary to Parramatta (~30 km upstream, where a man-made weir delimits the main extent of the estuary) 
at choke points to act as a series of gates throughout the waterway (Fig. 12c). Receivers were deployed at depths 
between 3 and 8 m and anchored differently depending on the available substratum, with the majority attached 
to existing navigational structures. Receiver data were downloaded every 6–12 months. Acoustic detections from 
the four receivers deployed across the Harbour entrance by the Integrated Marine Observing System (IMOS) 
Animal Tracking Facility (ATF) were accessed via the IMOS AFT database. Sentinel acoustic transmitters were 
deployed at two locations within Sydney Harbour and indicated that the effective detection range defined as the 
distance at which detection probability was 50%81,82 was approximately 250 m (see Supplementary Material 1).
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Between March 2009 and January 2013, shark fishing was done in depths ranging from 1.5 to 29 m using 
200 m long bottom-set longlines, consisting of 7 mm braided lead-core rope anchored at each end18. Each of 
these set-lines included 15 snoods spaced approximately 13 m apart. Snoods were 3 m long and made of 3 mm 
plastic coated stainless steel wire trace with a breaking strain of 400 lb. Each snood was connected to the main-
line via a shark clip and had a 16/0 tuna circle hook baited with half a frozen sea mullet (Mugil cephalus). A 
burley canister was attached to the surface floats, at each end of the set-line, with a predefined and consistent 
frozen mixture made from 500 g of minced Australian pilchard (Sardinops sagax), 500 g of chicken layer pellets 
and 250 ml of tuna oil. The set-lines were deployed two hours before dusk, soaked for two hours then checked, 
re-baited and soaked for a further two hours before being retrieved. Bottom-set longlines were chosen above 
other fishing-methods e.g. drum-lines10 because they: (i) are known to be successful in catching various species 
of large sharks targeted commercially in NSW40, (ii) provided an increased amount of sampling-effort, and (iii) 
were least hazardous to other vessels within the heavily congested Harbour waterways.

Captured sharks were brought alongside the research vessel, where they were identified, tail-roped and 
inverted to induce tonic immobility. The gender, precaudal, fork and total lengths (measured to the nearest cm) 
of each shark were recorded. Individuals were classified as immature or mature depending on the basis of clasper 
calcification (males) and published size at maturity of bull sharks reported for males and females 2.2 and 2.3 m, 
respectively39. Captured individuals were tagged with an external identification tag below the first dorsal and 
surgically implanted with an acoustic transmitter. Of the 40 bull sharks tagged, 23 were tagged with V16TP tags, 
which reported the depth and temperature of an individual in the water column with every transmission (every 
30–90 s) and the rest tagged with V16 tags. Transmitters were programmed on a pseudo-random repeat rate of 
30–90 s or 40–80 s and had a battery life of 3260 days. A small (3 cm) incision was made in the ventral midline, 
the transmitter fitted into the peritoneal cavity and the wound closed using two interrupted sutures. All surgical 
procedures were done following protocols approved by NSW Department of Primary Industries Fisheries Animal 
Care and Ethics (07/08) following veterinary training of staff. Sharks were retained for a maximum of 15 minutes 
during the tagging procedures and the hook removed prior to release.

Data analysis
Abundance and residency patterns. Dates of arrival to and departure from Sydney Harbour were cal-
culated for all the tagged sharks. Arrival dates were not available from sharks during the year that they were 
tagged. No sharks were still present at the end of the study (29 May 2015), enabling the departure dates for 
each year (since being tagged) to be established for each shark. A seasonal pattern in bull shark occurrence in 
Sydney Harbour has previously been documented whereby sharks are likely to occur in austral summer and 
autumn18. To enable calculation of annual return and presence in these waters, years were subsequently assessed 

Figure 12. Study location.
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as commencing in September rather than calendar years. Generalised Linear Mixed Models using Markov Chain 
Monte Carlo techniques MCMCglmm83 were used to test if the month that sharks arrived/departed from the area 
were influenced by year (to test for inter-annual variation), and size depending on sex (a size-sex interaction). 
A unique shark identity code was used as a random variable to account for the repeated measures on the same 
sharks. The maximum number of receivers deployed per year was used as an offset to account for the variation 
in spatial coverage of the receivers. The MCMCglmm were fitted using the MCMCglmm package83 in R84. Since 
month was an ordered categorical variable an ordinal family error distribution was used. Prior to modelling, data 
exploration was conducted following the general protocol of Zuur et al.85 using Cleveland dot plots, boxplots, and 
scatterplots to identify patterns and any outliers.

A generalised additive mixed model (GAMM) was used to determine if there were inter-annual or seasonal 
variation in the number of days per month that sharks were present in Sydney Harbour. A shark was considered 
to be present in Sydney Harbour if two or more detections were recorded on the same calendar day (00:00–23:59 
local time), to decrease the likelihood of including false detections86. Although environmental conditions can 
influence the detection probability of tags81,87,88, a threshold of two detections to indicate a shark being present 
is well below the maximum possible number (1440 for nominal interval of 60 s) and therefore less likely to be 
affected by environmental variables88. The number of days that sharks were present in the Harbour was calculated 
for each month and year. This was then divided by either: (i) the number of days in that month, (ii) the number 
of days since it was tagged, or (iii) the number of days the receivers were deployed, depending on which was the 
smallest number. This produced a proportion that was ≥ 0 and ≤ 1. Size depending on sex (a size-sex interac-
tion), year (to test for inter-annual variation) and month (to test for seasonal variability) were used as the predic-
tor variables. A cyclic cubic spline was used to model month to account for its cyclic nature. Again, the unique 
shark identity code was used as a random variable and the number of receivers that were deployed per month/
year was used as an offset term. The GAMM was implemented using the mgcv package89,90 in R with a binomial 
link function. Inclusion of each of the explanatory variables was assessed using Akaike information criterion 
for small sample sizes AICc; ‘MuMIn’ package for R91. If the difference in AICc of two or more models was less 
than one, p-values were used to determine if the variables should be included in the model. Model adequacy was 
checked using standard residual plots, as well as auto-correlation function plots to check for un-modelled tempo-
ral correlation. No temporal autocorrelation was evident.

A residency index, defined as the number of days individual sharks were detected in Sydney Harbour divided 
by the number of days monitored was used to examine shark presence in the Harbour. Residency indices range 
from 0 to 1, where values close to 1 suggest that sharks spent all their time in the Harbour. To test if residency 
differed between sexes, a two sample t-test was done. For all metrics, mean values and standard errors (± SE) 
were calculated.

Diel, tidal and depth patterns. To test if sharks utilised Sydney Harbour at certain times of the day, a 
GAMM with a beta distribution was used to model the proportion of detections per shark in each hourly bin. The 
proportion of detections per hour were divided by the corresponding standardised detection frequency calculated 
from the sentinel tags92 (see Supplementary Material 1). This standardised proportion of detections per shark 
was used as the response variable and hour of the day as the explanatory variable. Only data from days when the 
receivers had been deployed the whole day were included so that the number of receivers deployed was the same 
for each hourly bin. A beta distribution was used as the proportion of detections in each hourly bin was greater 
than 0 and less than 1. The shark identity code was used as the random effect. Again, the GAMM was modelled 
using the mgcv package in R and model selection was performed as described above.

Similarly, a GAMM was used to test if the sharks used different areas of the Harbour at certain times of the day 
or tidal states by modelling the distance from the Harbour entrance against hour of the day and tidal height (m). 
The centre of activity93 was calculated for every hourly bin for each shark to give a single measure of distance to 
the Harbour entrance per hour. Tidal state for Sydney Harbour was obtained using XTide (http://www.flaterco.
com/xtide/), provided as the mean estimated height every hour for the period of the array deployment. A cyclic 
cubic spline was used to model for hour of the day and a thin plate spline used for tide. Again, the shark identity 
code was used as the random effect and model selection was performed as described above.

To investigate the position in the water column that the sharks were swimming, the depth at which sharks 
were detected was divided by the maximum depth relative to each corresponding receivers’ effective detection 
range (250 m radius). The maximum depth within each receiver’s detection range was calculated from a bathym-
etry map using ArcGIS. This resulted in the position in the water column (with respect to the maximum depth) 
being expressed as a proportion with values of 1 indicating sharks were swimming along the seafloor and 0 indi-
cating the surface. This was modelled against hour of the day using a binomial GAMM to determine if sharks 
utilised the water column differently at certain times of the day (see Supplementary Table S1).

Area use of Sydney Harbour. The total number of detections at each receiver, across the whole study 
period, was calculated. Since receivers were deployed for varying lengths of time, the total number of detections 
was divided by the number of days that each receiver was deployed (referred to as ‘the number of detections per 
day deployed’). A spatial hotspot analysis, the Getis-Ord Gi* hotspot analysis94, was implemented in ESRI ArcGIS 
(version 10.4.1), to identify areas of high use. For a set of weighted features, this analysis determines the correla-
tion of a given data point value (the number of detections per day deployed) with the values in surrounding areas, 
automatically performing a test of significance (z-score) for each area. The resulting Gi* statistics is a z-score 
that can be any positive or negative value. At a significance level of 0.05, a z-score less than −1.96 is classified as 
a ‘coldspot’ and indicate significantly more intense clustering of very low values. Z-scores greater than 1.96 are 
classified as a ‘hotspot’ and indicate significant more intense clustering of very high values. Hence, ‘hotspots’ and 
‘coldspots’ of shark detections were defined as high (above the mean number of detections per day deployed) 
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and low (below the mean number of detections per day deployed) areas, respectively. The spatial relationship 
was conceptualised through an inverse distance relationship whereby values closer together are more likely to be 
correlated and the correlation decreases with distance. To determine if there was inter-annual variability in areas 
of ‘hotspot’, the same analysis was repeated for each year. To identify if areas of ‘hotspot’ were related to habitat 
variables, the mean depth and maximum slope within each area of receiver effective detection range (250 m 
radius) was calculated from a bathymetry map using ArcGIS. A binomial GAMM was used to determine if the 
mean depth, maximum slope or year were related to whether or not an area was defined as a ‘hotspot’ (i.e. a binary 
response variable: ‘hotspot’ = 1 or not a ‘hotspot’ = 0). The station name was used as the random effect to account 
for repeated measures and model selection was conducted using the AICc as described above (see Supplementary 
Table S2).

environmental correlates of shark presence and abundance. Temperature was recorded by Odyssey 
loggers that were deployed at 12 locations throughout the Harbour from 3rd May 2011 to 26th October 2013 
(Fig. 1c). The mean temperature was calculated as the average of all the recordings across the whole of Sydney 
Harbour for each day the recorders were deployed. Over the same time period, daily cumulative rainfall data 
from up to three locations within each river catchment were obtained from the Bureau of Meteorology (www.
bom.gov.au; Fig. 1b). Moon illumination was obtained from the United States Naval Observatory Astronomical 
Applications Department (http://aa.usno.navy.mil/data/docs/MoonPhase.php; see Supplementary Table S3).

A two-stage hurdle model was used to test if: (i) the presence-absence of sharks and, (ii) the number of sharks 
present per day (excluding days when no sharks were present, i.e. abundance > 0) in Sydney Harbour were 
influenced by mean water temperature, moon illumination, rainfall from that day or rainfall from the previous 
day. Binomial and Gamma link functions were used to model the presence-absence and abundance of sharks, 
respectively (see Supplementary Table S4). The number of receivers deployed varied throughout the study and the 
number of sharks tagged increased as the study progressed. Therefore, an additive offset term with the number of 
receivers deployed and the number of sharks tagged was used to account for this variability.

Data availability
Data are available from the IMOS Animal Tracking Database (https://animaltracking.aodn.org.au).

Received: 1 April 2019; Accepted: 13 November 2019;
Published: xx xx xxxx

References
 1. Myers, R. A., Baum, J. K., Shepherd, T. D., Powers, S. P. & Peterson, C. H. Cascading effects of the loss of apex predatory sharks from 

a coastal ocean. Science 315, 1846–1850, https://doi.org/10.1126/science.1138657 (2007).
 2. Heithaus, M. R., Wirsing, A. J., Thomson, J. A. & Burkholder, D. A. A review of lethal and non-lethal effects of predators on adult 

marine turtles. J. Exp. Mar. Biol. Ecol. 356, 43–51, https://doi.org/10.1016/j.jembe.2007.12.013 (2008).
 3. Heithaus, M. R. In Biology of Sharks and Their Relatives 487–521 (CRC Press-Taylor & Francis Group, 2004).
 4. Heupel, M. R., Knip, D. M., Simpfendorfer, C. A. & Dulvy, N. K. Sizing up the ecological role of sharks as predators. Mar. Ecol.-Prog. 

Ser. 495, 291–298, https://doi.org/10.3354/meps10597 (2014).
 5. Worm, B. et al. Global catches, exploitation rates, and rebuilding options for sharks. Mar. Pol. 40, 194–204 (2013).
 6. Dulvy, N. K. et al. You can swim but you can’t hide: the global status and conservation of oceanic pelagic sharks and rays. Aquat. 

Conserv.-Mar. Freshw. Ecosyst. 18, 459–482, https://doi.org/10.1002/aqc.975 (2008).
 7. Chapman, B. K. & McPhee, D. Global shark attack hotspots: Identifying underlying factors behind increased unprovoked shark bite 

incidence. Ocean Coastal Manage. 133, 72–84, https://doi.org/10.1016/j.ocecoaman.2016.09.010 (2016).
 8. Neff, C. Australian Beach Safety and the Politics of Shark Attacks. Coastal Management 40, 88–106, https://doi.org/10.1080/089207

53.2011.639867 (2012).
 9. Hazin, F. H. V., Burgess, G. H. & Carvalho, F. C. A shark attack outbreak off Recife, Pernambuco, Brazil: 1992–2006. Bull. Mar. Sci. 

82, (199–212 (2008).
 10. Dudley, S. F. J. A comparison of the shark control programs of New South Wales and Queensland (Australia) and KwaZulu-Natal 

(South Africa). Ocean Coastal Manage. 34, 1–27, https://doi.org/10.1016/s0964-5691(96)00061-0 (1997).
 11. Hazin, F. H. V. & Afonso, A. S. A green strategy for shark attack mitigation off Recife, Brazil. Anim. Conserv. 17, 287–296, https://doi.

org/10.1111/acv.12096 (2014).
 12. Robbins, W. D., Peddemors, V. M., Kennelly, S. J. & Ives, M. C. Experimental evaluation of shark detection rates by aerial observers. 

PLoS One 9, 8, https://doi.org/10.1371/journal.pone.0083456 (2014).
 13. Colefax, A. P., Butcher, P. A. & Kelaher, B. P. The potential for unmanned aerial vehicles (UAVs) to conduct marine fauna surveys in 

place of manned aircraft. ICES Journal of Marine Science 75, 1–8, https://doi.org/10.1093/icesjms/fsx100 (2018).
 14. Kock, A. et al. In Global perspectives on the biology and life history of the white shark (ed. Domeier, M. L.) 447–466 (CRC Press, 2012).
 15. McAuley, R. B. et al. Broad-scale coastal movements of white sharks off Western Australia described by passive acoustic telemetry 

data. Mar. Freshw. Res. 68, 1518–1531, https://doi.org/10.1071/mf16222 (2017).
 16. McPhee, D. Unprovoked shark bites: Are they becoming more prevalent? Coastal Management 42, 478–492 (2014).
 17. West, J. G. Changing patterns of shark attacks in Australian waters. Mar. Freshw. Res. 62, 744–754, https://doi.org/10.1071/mf10181 

(2011).
 18. Smoothey, A. F. et al. Patterns of occurrence of sharks in Sydney Harbour, a large urbanised estuary. PLoS One 11, 16, https://doi.

org/10.1371/journal.pone.0146911 (2016).
 19. McCord, M. E. & Lamberth, S. J. Catching and tracking the world’s largest Zambezi (bull) shark Carcharhinus leucas in the Breede 

Estuary, South Africa: the first 43 hours. Afr. J. Mar. Sci. 31, 107–111, https://doi.org/10.2989/ajms.2009.31.1.11.782 (2009).
 20. Pillans, R. D. & Franklin, C. E. Plasma osmolyte concentrations and rectal gland mass of bull sharks Carcharhinus leucas, captured 

along a salinity gradient. Comp. Biochem. Physiol. A-Mol. Integr. Physiol. 138, 363–371, https://doi.org/10.1016/j.cbpb.2004.05.006 
(2004).

 21. Espinoza, M., Heupel, M. R., Tobin, A. J. & Simpfendorfer, C. A. Evidence of Partial Migration in a Large Coastal Predator: 
Opportunistic Foraging and Reproduction as Key Drivers? PLoS One 11, 22, https://doi.org/10.1371/journal.pone.0147608 (2016).

 22. Lee, K. A. et al. Environmental drivers of abundance and residency of a large migratory shark, Carcharhinus leucas, inshore of a 
dynamic western boundary current. Marine Ecology Progress Series 622, 121–137 (2019).

 23. Heupel, M. R. & Simpfendorfer, C. A. Movement and distribution of young bull sharks Carcharhinus leucas in a variable estuarine 
environment. Aquatic Biology 1, 277–289, https://doi.org/10.3354/ab00030 (2008).

https://doi.org/10.1038/s41598-019-54365-x
http://www.bom.gov.au
http://www.bom.gov.au
http://aa.usno.navy.mil/data/docs/MoonPhase.php
https://animaltracking.aodn.org.au
https://doi.org/10.1126/science.1138657
https://doi.org/10.1016/j.jembe.2007.12.013
https://doi.org/10.3354/meps10597
https://doi.org/10.1002/aqc.975
https://doi.org/10.1016/j.ocecoaman.2016.09.010
https://doi.org/10.1080/08920753.2011.639867
https://doi.org/10.1080/08920753.2011.639867
https://doi.org/10.1016/s0964-5691(96)00061-0
https://doi.org/10.1111/acv.12096
https://doi.org/10.1111/acv.12096
https://doi.org/10.1371/journal.pone.0083456
https://doi.org/10.1093/icesjms/fsx100
https://doi.org/10.1071/mf16222
https://doi.org/10.1071/mf10181
https://doi.org/10.1371/journal.pone.0146911
https://doi.org/10.1371/journal.pone.0146911
https://doi.org/10.2989/ajms.2009.31.1.11.782
https://doi.org/10.1016/j.cbpb.2004.05.006
https://doi.org/10.1371/journal.pone.0147608
https://doi.org/10.3354/ab00030


1 4Scientific RepoRtS |         (2019) 9:18864  | https://doi.org/10.1038/s41598-019-54365-x

www.nature.com/scientificreportswww.nature.com/scientificreports/

 24. Yeiser, B. G., Heupel, M. R. & Simpfendorfer, C. A. Occurrence, home range and movement patterns of juvenile bull (Carcharhinus 
leucas) and lemon (Negaprion brevirostris) sharks within a Florida estuary. Mar. Freshw. Res. 59, 489–501, https://doi.org/10.1071/
mf07181 (2008).

 25. Heupel, M. R., Yeiser, B. G., Collins, A. B., Ortega, L. & Simpfendorfer, C. A. Long-term presence and movement patterns of juvenile 
bull sharks, Carcharhinus leucas, in an estuarine river system. Mar. Freshw. Res. 61, 1–10, https://doi.org/10.1071/mf09019 (2010).

 26. Werry, J. M., Lee, S. Y., Otway, N. M., Hu, Y. & Sumpton, W. A multi-faceted approach for quantifying the estuarine-nearshore 
transition in the life cycle of the bull shark. Carcharhinus leucas. Mar. Freshw. Res. 62, 1421–1431, https://doi.org/10.1071/mf11136 
(2011).

 27. Curtis, T. H., Parkyn, D. C. & Burgess, G. H. Use of Human-Altered Habitats by Bull Sharks in a Florida Nursery Area. Marine and 
Coastal Fisheries 5, 28–38, https://doi.org/10.1080/19425120.2012.756438 (2013).

 28. Wiley, T. R. & Simpfendorfer, C. A. The ecology of elasmobranchs occurring in the Everglades National Park, Florida: implications 
for conservation and management. Bull. Mar. Sci. 80, 171–189 (2007).

 29. Froeschke, J., Stunz, G. W. & Wildhaber, M. L. Environmental influences on the occurrence of coastal sharks in estuarine waters. 
Mar. Ecol.-Prog. Ser. 407, 279–292, https://doi.org/10.3354/meps08546 (2010).

 30. Heithaus, M. R., Delius, B. K., Wirsing, A. J. & Dunphy-Daly, M. M. Physical factors influencing the distribution of a top predator in 
a subtropical oligotrophic estuary. Limnol. Oceanogr. 54, 472–482 (2009).

 31. Werry, J. M. et al. Rainfall and sea surface temperature: key drivers for occurrence of bull shark, Carcharhinus leucas, in beach areas. 
Global Ecology and Conservation 15, e00430, https://doi.org/10.1016/j.gecco.2018.e00430 (2018).

 32. Carlson, J. K., Ribera, M. M., Conrath, C. L., Heupel, M. R. & Burgess, G. H. Habitat use and movement patterns of bull sharks 
Carcharhinus leucas determined using pop-up satellite archival tags. J. Fish Biol.  77 ,  661–675, https://doi.
org/10.1111/j.1095-8649.2010.02707.x (2010).

 33. Brunnschweiler, J. M., Queiroz, N. & Sims, D. W. Oceans apart? Short-term movements and behaviour of adult bull sharks 
Carcharhinus leucas in Atlantic and Pacific Oceans determined from pop-off satellite archival tagging. J. Fish Biol. 77, 1343–1358, 
https://doi.org/10.1111/j.1095-8649.2010.02757.x (2010).

 34. Daly, R., Smale, M. J., Cowley, P. D. & Froneman, P. W. Residency patterns and migration dynamics of adult bull sharks 
(Carcharhinus leucas) on the East Coast of Southern Africa. Plos One 9, https://doi.org/10.1371/journal.pone.0109357 (2014).

 35. Heupel, M. et al. Conservation challenges of sharks with continental scale migrations. Frontiers in Marine Science 2, https://doi.
org/10.3389/fmars.2015.00012 (2015).

 36. Banks, J. et al. Sydney Harbour: Beautiful, diverse, valuable and pressured. Regional Studies in Marine Science 8, 353–361, https://doi.
org/10.1016/j.rsma.2016.04.007 (2016).

 37. Cliff, G. & Dudley, S. F. J. Sharks caught in the protective gill nets off Natal, South Africa. 4. The bull shark Carcharhinus leucas 
Valenciennes. South Afr. J. Mar. Sci.-Suid-Afr. Tydsk. Seewetens. 10, 253–270 (1991).

 38. Blaison, A. et al. Seasonal variability of bull and tiger shark presence on the west coast of Reunion Island, western Indian Ocean. Afr. 
J. Mar. Sci. 37, 199–208, https://doi.org/10.2989/1814232x.2015.1050453 (2015).

 39. Last, P. R. & Stevens, J. D. Sharks and rays of Australia Second edition edn, 644 (CSIRO Publishing, 2009).
 40. Macbeth, W. G., Geraghty, P. T., Peddemors, V. M. & Gray, C. A. Observer-based study of targeted commercial fishing for large shark 

species in waters off northern New South Wales. 81 (Industry and Investment NSW, 2009).
 41. Reid, D. D., Robbins, W. D. & Peddemors, V. M. Decadal trends in shark catches and effort from the New South Wales, Australia, 

Shark Meshing Program 1950–2010. Mar. Freshw. Res. 62, 676–693, https://doi.org/10.1071/MF10162 (2011).
 42. Taylor, S., Sumpton, W. & Ham, T. Fine-scale spatial and seasonal partitioning among large sharks and other elasmobranchs in 

south-eastern Queensland, Australia. Mar. Freshw. Res. 62, 638–647, https://doi.org/10.1071/mf10154 (2011).
 43. Haig, J. A., Lambert, G. I., Sumpton, W. D., Mayer, D. G. & Werry, J. M. Habitat features influence catch rates of near-shore bull shark 

(Carcharhinus leucas) in the Queensland Shark Control Program, Australia 1996–2012. Estuarine, Coastal and Shelf Science 200, 
289–300, https://doi.org/10.1016/j.ecss.2017.11.013 (2018).

 44. Lee, K. A., Roughan, M., Harcourt, G. & Peddemors, V. M. Environmental correlates of relative abundance of potentially dangerous 
sharks in nearshore areas, southeastern Australia. Mar. Ecol.-Prog. Ser. 599, 157–179, https://doi.org/10.3354/meps12611 (2018).

 45. Curtis, T. H., Adams, D. H. & Burgess, G. H. Seasonal distribution and habitat associations of bull sharks in the Indian River Lagoon, 
Florida: A 30-year synthesis. Trans. Am. Fish. Soc. 140, 1213–1226, https://doi.org/10.1080/00028487.2011.618352 (2011).

 46. Yates, P. M., Heupel, M. R., Tobin, A. J. & Simpfendorfer, C. A. Ecological drivers of shark distributions along a tropical coastline. 
PLoS One 10, https://doi.org/10.1371/journal.pone.0121346 (2015).

 47. Speed, C. W. et al. Spatial and temporal movement patterns of a multi-species coastal reef shark aggregation. Mar. Ecol.-Prog. Ser. 
429, 261–U618, https://doi.org/10.3354/meps09080 (2011).

 48. Taylor, S., Sumpton, W. & Ham, T. Fine-scale spatial and seasonal partitioning among large sharks and other elasmobranchs in 
south-eastern Queensland, Australia. Mar. Freshw. Res. 62, 638–647, https://doi.org/10.1071/mf10154 (2011).

 49. Creese, R., Glasby, T., West, G. & Gallen, C. Mapping the habitats of NSW estuaries. 95 (Industry & Investment NSW Fisheries, Port 
Stephens, NSW, Australia, 2009).

 50. Taylor, M. D., van der Meulen, D. E., Brodie, S., Cadiou, G. & Knott, N. A. Applying acoustic telemetry to understand contaminant 
exposure and bioaccumulation patterns in mobile fishes. Science of The Total Environment 625, 344–354, https://doi.org/10.1016/j.
scitotenv.2017.12.177 (2018).

 51. Taylor, M. D., Laffan, S. D., Fielder, D. S. & Suthers, I. M. Key habitat and home range of mulloway Argyrosomus japonicus in a 
south-east Australian estuary: finding the estuarine niche to optimise stocking. Mar. Ecol.-Prog. Ser. 328, 237–247, https://doi.
org/10.3354/meps328237 (2006).

 52. Meyer, C. G., Holland, K. N. & Papastamatiou, Y. P. Seasonal and diel movements of giant trevally Caranx ignobilis at remote 
Hawaiian atolls: implications for the design of Marine Protected Areas. Marine Ecology-Progress Series 333, 13–25 (2007).

 53. Brunnschweiler, J. M. & Baensch, H. Seasonal and Long-Term Changes in Relative Abundance of Bull Sharks from a Tourist Shark 
Feeding Site in Fiji. PLoS One 6, https://doi.org/10.1371/journal.pone.0016597 (2011).

 54. Lowry, M., Williams, D. & Metti, Y. Lunar landings - Relationship between lunar phase and catch rates for an Australian 
gamefishtournament fishery. Fish Res. 88, 15–23, https://doi.org/10.1016/j.fishres.2007.07.011 (2007).

 55. Fallows, C., Fallows, M. & Hammerschlag, N. Effects of lunar phase on predator-prey interactions between white shark 
(Carcharodon carcharias) and Cape fur seals (Arctocephalus pusillus pusillus). Environmental Biology of Fishes 99, 805–812, https://
doi.org/10.1007/s10641-016-0515-8 (2016).

 56. Wintner, S. P. & Kerwath, S. E. Cold fins, murky waters and the moon: what affects shark catches in the bather-protection program 
of KwaZulu–Natal, South Africa? Mar. Freshw. Res. 69, 167–177, https://doi.org/10.1071/MF17126 (2018).

 57. Lee, S. B., Birch, G. F. & Lemckert, C. J. Field and modelling investigations of fresh-water plume behaviour in response to infrequent 
high-precipitation events, Sydney Estuary, Australia. Estuarine, Coastal and Shelf Science 92, 389–402, https://doi.org/10.1016/j.
ecss.2011.01.013 (2011).

 58. Knip, D. M., Heupel, M. R., Simpfendorfer, C. A., Tobin, A. J. & Moloney, J. Wet-season effects on the distribution of juvenile pigeye 
sharks, Carcharhinus amboinensis, in tropical nearshore waters. Mar. Freshw. Res. 62, 658–667, https://doi.org/10.1071/MF10136 
(2011).

 59. Sims, D. W. & Quayle, V. A. Selective foraging behaviour of basking sharks on zooplankton in a small-scale front. Nature 393, 
460–464, https://doi.org/10.1038/30959 (1998).

https://doi.org/10.1038/s41598-019-54365-x
https://doi.org/10.1071/mf07181
https://doi.org/10.1071/mf07181
https://doi.org/10.1071/mf09019
https://doi.org/10.1071/mf11136
https://doi.org/10.1080/19425120.2012.756438
https://doi.org/10.3354/meps08546
https://doi.org/10.1016/j.gecco.2018.e00430
https://doi.org/10.1111/j.1095-8649.2010.02707.x
https://doi.org/10.1111/j.1095-8649.2010.02707.x
https://doi.org/10.1111/j.1095-8649.2010.02757.x
https://doi.org/10.1371/journal.pone.0109357
https://doi.org/10.3389/fmars.2015.00012
https://doi.org/10.3389/fmars.2015.00012
https://doi.org/10.1016/j.rsma.2016.04.007
https://doi.org/10.1016/j.rsma.2016.04.007
https://doi.org/10.2989/1814232x.2015.1050453
https://doi.org/10.1071/MF10162
https://doi.org/10.1071/mf10154
https://doi.org/10.1016/j.ecss.2017.11.013
https://doi.org/10.3354/meps12611
https://doi.org/10.1080/00028487.2011.618352
https://doi.org/10.1371/journal.pone.0121346
https://doi.org/10.3354/meps09080
https://doi.org/10.1071/mf10154
https://doi.org/10.1016/j.scitotenv.2017.12.177
https://doi.org/10.1016/j.scitotenv.2017.12.177
https://doi.org/10.3354/meps328237
https://doi.org/10.3354/meps328237
https://doi.org/10.1371/journal.pone.0016597
https://doi.org/10.1016/j.fishres.2007.07.011
https://doi.org/10.1007/s10641-016-0515-8
https://doi.org/10.1007/s10641-016-0515-8
https://doi.org/10.1071/MF17126
https://doi.org/10.1016/j.ecss.2011.01.013
https://doi.org/10.1016/j.ecss.2011.01.013
https://doi.org/10.1071/MF10136
https://doi.org/10.1038/30959


1 5Scientific RepoRtS |         (2019) 9:18864  | https://doi.org/10.1038/s41598-019-54365-x

www.nature.com/scientificreportswww.nature.com/scientificreports/

 60. Sims, D. W., Southall, E. J., Richardson, A. J., Reid, P. C. & Metcalfe, J. D. Seasonal movements and behaviour of basking sharks 
from archival tagging: no evidence of winter hibernation. Mar. Ecol.-Prog. Ser. 248, 187–196, https://doi.org/10.3354/meps248187 
(2003).

 61. Barnett, A., Abrantes, K. G., Stevens, J. D., Bruce, B. D. & Semmens, J. M. Fine-scale movements of the broadnose sevengill shark and 
its main prey, the gummy shark. PLoS One 5, https://doi.org/10.1371/journal.pone.0015464 (2010).

 62. Lea, J. S. E., Humphries, N. E., Clarke, C. R. & Sims, D. W. To Madagascar and back: long-distance, return migration across open 
ocean by a pregnant female bull shark Carcharhinus leucas. J. Fish Biol. 87, 1313–1321, https://doi.org/10.1111/jfb.12805 (2015).

 63. Meyer, C. G. et al. Habitat geography around Hawaii’s oceanic islands influences tiger shark (Galeocerdo cuvier) spatial behaviour 
and shark bite risk at ocean recreation sites. Sci Rep 8, 18, https://doi.org/10.1038/s41598-018-23006-0 (2018).

 64. Meyer, C. G. et al. Habitat geography around Hawaii’s oceanic islands influences tiger shark (Galeocerdo cuvier) spatial behaviour 
and shark bite risk at ocean recreation sites. Sci Rep 8, 4945, https://doi.org/10.1038/s41598-018-23006-0 (2018).

 65. Tobin, A., Currey, L. & Simpfendorfer, C. Informing the vulnerability of species to spawning aggregation fishing using commercial 
catch data. Fish Res. 143, 47–56, https://doi.org/10.1016/j.fishres.2013.01.011 (2013).

 66. Brodie, S. et al. Modelling the oceanic habitats of two pelagic species using recreational fisheries data. Fisheries Oceanography 24, 
463–477, https://doi.org/10.1111/fog.12122 (2015).

 67. Tillett, J., Meekan, M. G., Field, I. C., Thorburn, D. C. & Ovenden, J. R. Evidence for reproductive philopatry in the bull shark 
Carcharhinus leucas. J. Fish Biol. 80, 2140–2158, https://doi.org/10.1111/j.1095-8649.2012.03228.x (2012).

 68. Chapman, D. D., Feldheim, K. A., Papastamatiou, Y. P., Hueter, R. E. & There and Back Again: A Review of Residency and Return 
Migrations in Sharks, with Implications for Population Structure and Management. Annual Review of Marine Science 7, 547–570, 
https://doi.org/10.1146/annurev-marine-010814-015730 (2015).

 69. Brunnschweiler, J. M. & Barnett, A. Opportunistic Visitors: Long-Term Behavioural Response of Bull Sharks to Food Provisioning 
in Fiji. PLoS One 8, 15, https://doi.org/10.1371/journal.pone.0058522 (2013).

 70. Lea, J. S. E. et al. Ontogenetic partial migration is associated with environmental drivers and influences fisheries interactions in a 
marine predator. ICES Journal of Marine Science 75, 1383–1392, https://doi.org/10.1093/icesjms/fsx238 (2018).

 71. Papastamatiou, Y. P. et al. Telemetry and random-walk models reveal complex patterns of partial migration in a large marine 
predator. Ecology 94, 2595–2606 (2013).

 72. Espinoza, M., Farrugia, T. J. & Lowe, C. G. Habitat use, movements and site fidelity of the gray smooth-hound shark (Mustelus 
californicus Gill 1863) in a newly restored southern California estuary. J. Exp. Mar. Biol. Ecol. 401, 63–74, https://doi.org/10.1016/j.
jembe.2011.03.001 (2011).

 73. Holmes, B. J. et al. Tiger shark (Galeocerdo cuvier) movement patterns and habitat use determined by satellite tagging in eastern 
Australian waters. Marine Biology 161, 2645–2658, https://doi.org/10.1007/s00227-014-2536-1 (2014).

 74. Payne, N. L. et al. Combining abundance and performance data reveals how temperature regulates coastal occurrences and activity 
of a roaming apex predator. Global Change Biology 24, 1884–1893, https://doi.org/10.1111/gcb.14088 (2018).

 75. Hutchings, P., Ahyong, S., Ashcroft, M., McGrouther, M. & Reid, A. Sydney Harbour: its diverse biodiversity. Australian Zoologist 
36, 255–320, https://doi.org/10.7882/AZ.2012.031 (2013).

 76. Johnston, E. L. et al. Sydney Harbour: What we do and don’t know about a mega-diverse estuary. Mar. Freshw. Res. 66, 1073–1087 
(2015).

 77. Lagabrielle, E. et al. Environmental and anthropogenic factors affecting the increasing occurrence of shark-human interactions 
around a fast-developing Indian Ocean island. Sci Rep 8, 3676, https://doi.org/10.1038/s41598-018-21553-0 (2018).

 78. Hammerschlag, N. et al. Physiological stress responses to natural variation in predation risk: evidence from white sharks and seals. 
Ecology 98, 3199–3210, https://doi.org/10.1002/ecy.2049 (2017).

 79. Birch, G. & Taylor, S. Source of heavy metals in sediments of the Port Jackson estuary, Australia. Science of the Total Environment 
227, 123–138, https://doi.org/10.1016/s0048-9697(99)00007-8 (1999).

 80. Roy, P. S. et al. Structure and Function of South-east Australian Estuaries. Estuarine, Coastal and Shelf Science 53, 351–384, https://
doi.org/10.1006/ecss.2001.0796 (2001).

 81. Huveneers, C. et al. The influence of environmental parameters on the performance and detection range of acoustic receivers. 
Methods in Ecology and Evolution, https://doi.org/10.1111/2041-210X.12520 (2016).

 82. Oh, B. Z. et al. Contrasting patterns of residency and space use of coastal sharks within a communal shark nursery. Mar. Freshw. Res. 
68, 1501–1517 (2017).

 83. Hadfield, J. D. MCMC methods for multi-response generalized linear mixed models: the MCMCglmm R package. Journal of 
Statistical Software 33, 1–22 (2010).

 84. R: a language and environment for statistical computing (R Foundation for Statistical Computing, Vienna, Austria, 2009).
 85. Zuur, A. F., Ieno, E. N. & Elphick, C. S. A protocol for data exploration to avoid common statistical problems. Methods in Ecology and 

Evolution 1, 3–14, https://doi.org/10.1111/j.2041-210X.2009.00001.x (2010).
 86. Simpfendorfer, C. A. et al. Ghosts in the data: false detections in VEMCO pulse position modulation acoustic telemetry monitoring 

equipment. Animal Biotelemetry 3, 1 (2015).
 87. Gjelland, K. Ø. & Hedger, R. D. Environmental influence on transmitter detection probability in biotelemetry: developing a general 

model of acoustic transmission. Methods in Ecology and Evolution, n/a-n/a, https://doi.org/10.1111/2041-210x.12057 (2013).
 88. Lee, K., Huveneers, C., Peddemors, V., Boomer, A. & Harcourt, R. Born to be free? Assessing the viability of releasing captive-bred 

wobbegongs to restock depleted populations. Front. Mar. Sci 2, 18 (2015).
 89. Wood, S. N. Fast stable restricted maximum likelihood and marginal likelihood estimation of semiparametric generalized linear 

models. Journal of the Royal Statistical Society: Series B (Statistical Methodology) 73, 3–36 (2011).
 90. Wood, S. Generalized additive models: an introduction with R. (CRC Press, 2006).
 91. Barton, K. MuMIn: Multi-model inference, 2012).
 92. Payne, N. L., Gillanders, B., Webber, D. M. & Semmens, J. M. Interpreting diel activity patterns from acoustic telemetry: the need for 

controls. Mar. Ecol.-Prog. Ser. 419, 295–301 (2010).
 93. Simpfendorfer, C. A., Heupel, M. & Heuter, R. E. Estimation of short-term centers of activity from an array of omnidirectional 

hydrophones and its use in studying animal movements. Can. J. Fish. Aquat. Sci 59, 23–32 (2002).
 94. Getis, A. & Ord, J. K. The analysis of spatial association by use of distance statistics. Geographical analysis 24, 189–206 (1992).

Acknowledgements
This study was funded by the NSW Department of Primary Industries. We are grateful to O. Masens, A. Murray, 
M. Miller, D. Johnson and other NSW DPI staff and volunteers for their assistance in the field. We are thankful to 
S. Kennelly, C. Gray and R. Creese for their input into the project. We also thank the editor and two anonymous 
reviewers for constructive comments on an earlier draft of this paper.

Author contributions
A.F.S. and V.M.P. conceived and designed the study, A.F.S. and V.M.P. conducted the field-work, K.A.L. performed 
the data analyses, A.F.S., K.A.L. and V.M.P. wrote the manuscript.

https://doi.org/10.1038/s41598-019-54365-x
https://doi.org/10.3354/meps248187
https://doi.org/10.1371/journal.pone.0015464
https://doi.org/10.1111/jfb.12805
https://doi.org/10.1038/s41598-018-23006-0
https://doi.org/10.1038/s41598-018-23006-0
https://doi.org/10.1016/j.fishres.2013.01.011
https://doi.org/10.1111/fog.12122
https://doi.org/10.1111/j.1095-8649.2012.03228.x
https://doi.org/10.1146/annurev-marine-010814-015730
https://doi.org/10.1371/journal.pone.0058522
https://doi.org/10.1093/icesjms/fsx238
https://doi.org/10.1016/j.jembe.2011.03.001
https://doi.org/10.1016/j.jembe.2011.03.001
https://doi.org/10.1007/s00227-014-2536-1
https://doi.org/10.1111/gcb.14088
https://doi.org/10.7882/AZ.2012.031
https://doi.org/10.1038/s41598-018-21553-0
https://doi.org/10.1002/ecy.2049
https://doi.org/10.1016/s0048-9697(99)00007-8
https://doi.org/10.1006/ecss.2001.0796
https://doi.org/10.1006/ecss.2001.0796
https://doi.org/10.1111/2041-210X.12520
https://doi.org/10.1111/j.2041-210X.2009.00001.x
https://doi.org/10.1111/2041-210x.12057


1 6Scientific RepoRtS |         (2019) 9:18864  | https://doi.org/10.1038/s41598-019-54365-x

www.nature.com/scientificreportswww.nature.com/scientificreports/

competing interests
The authors declare no competing interests.

Additional information
Supplementary information is available for this paper at https://doi.org/10.1038/s41598-019-54365-x.
Correspondence and requests for materials should be addressed to A.F.S.
Reprints and permissions information is available at www.nature.com/reprints.
Publisher’s note Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

Open Access This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from the 
copyright holder. To view a copy of this license, visit http://creativecommons.org/licenses/by/4.0/.
 
© The Author(s) 2019

https://doi.org/10.1038/s41598-019-54365-x
https://doi.org/10.1038/s41598-019-54365-x
http://www.nature.com/reprints
http://creativecommons.org/licenses/by/4.0/

	Long-term patterns of abundance, residency and movements of bull sharks (Carcharhinus leucas) in Sydney Harbour, Australia
	Results
	Abundance and residency. 
	Diel, tidal and depth. 
	Area use of Sydney Harbour. 
	Environmental correlates to shark presence and abundance. 

	Discussion
	Methods
	Study location. 
	Shark tagging and acoustic array. 

	Data analysis
	Abundance and residency patterns. 
	Diel, tidal and depth patterns. 
	Area use of Sydney Harbour. 
	Environmental correlates of shark presence and abundance. 

	Acknowledgements
	Figure 1 Presence-absence plot of bull sharks acoustically detected in Sydney Harbour from 2009 to 2015.
	Figure 2 Month that sharks arrived in Sydney Harbour (across all years) by sex.
	Figure 3 Month that sharks departed from Sydney Harbour (across all years) by sex.
	Figure 4 Response curves of the proportion of month that sharks were present in Sydney Harbour GAMM, showing the influence of (a) year and (b) month on the number of days individual sharks were detected per month.
	Figure 5 Response curve of standardised proportion of detections per hour GAMM, showing the influence of the hour of the day on the probability of detection.
	Figure 6 Generalised additive mixed model response curves showing the influence of (a) hour of the day and (b) the tidal height (m) on the distance of the centre of activity to the entrance of Sydney Harbour per hour.
	Figure 7 (a) Mean depth used by sharks for each hour of the day and (b) Generalised additive mixed model response curve showing the influence of hour of the day on the position in the water column that sharks were detected.
	Figure 8 Annual variation in the distribution of ‘hotspots’ for shark detections in Sydney Harbour and number of sharks detected at each of these ‘hotspots’ as identified through spatial hotspot analysis.
	Figure 9 (a) The overall proportion of bull shark detections per receiver in Sydney Harbour and (b) the aggregate distribution of ‘hotspot’ versus ‘coldspot’ areas within these waters for all sharks throughout the study.
	Figure 10 Influence of (a) mean depth and (b) maximum slope on the probability of a receiver being deployed within a shark ‘hotspot’.
	Figure 11 Generalised additive mixed model response curves showing the influence of (a) water temperature on daily shark presence-absence and (b) water temperature on shark abundance in Sydney Harbour.
	Figure 12 Study location.
	Table 1 Details of the 40 bull sharks tagged and detected in Sydney Harbour, New South Wales.




