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Abstract
By understanding when white sharks (Carcharodon carcharias) are likely to be at
certain popular beaches, it is possible to predict when the risk of overlap between
water users and white sharks is highest, and to convey this information to the public
so they can make informed decisions about using these areas. Previous studies
have shown that white shark presence near popular recreational beaches in False
Bay, South Africa, is influenced by a range of environmental variables. These studies
have relied on land-based observers (shark observers), whose ability to detect
sharks is subject to the depth at which the sharks swim and a suite of environmental
conditions that influence water visibility, including cloud cover, wind speed and
ambient light levels. In this study, I use passive acoustic telemetry on 56 tagged
white sharks to determine whether the same or other environmental variables
explain variation in white shark presence at the same beaches. A total of 13 803 and
1 481 white shark detections were recorded between April 2005 and December 2007
at Muizenberg and Fish Hoek beaches, respectively. This represented 32 and 16
individual white sharks with a median number of 32.5 (range 5.5 – 57.8) and 7
(range 4 – 14.8) detections per shark at Muizenberg and Fish Hoek beach,
respectively. The low number of detections at Fish Hoek resulted in the data being
highly zero-inflated with the result that the subsequent modelling of the data with
environmental covariates did not converge, and hence I focused solely on
Muizenberg beach. The probability of detecting a white shark at Muizenberg beach
was modelled using binomial generalised additive mixed models (GAMMs) with
water temperature, wind speed, wind direction, cloud cover, lunar phase, tide height,
barometric pressure, year, season and time of day as predictor variables. Water
temperature was a significant predictor of white sharks at Muizenberg beach during
summer, autumn and winter while wind speed, time of day and barometric pressure
were significant predictors of shark presence during the summer and autumn
months. There was significant inter-annual variability in white shark detections and a
strong seasonal relationship, with presence being highest during spring and lowest
during winter. Encouragingly, the findings from this study support some of the key
findings of previous studies using observational data, including the significant
positive effects of increasing temperature, year, season and time of day.
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Introduction
Distribution and movement patterns of white sharks
White sharks have a global distribution, with major concentrations in South Africa,
Australia/New Zealand, the north-eastern Pacific and north-western Atlantic
(Pardini et al. 2001; Domeier and Nasby-Lucas 2008; Skomal et al. 2017). They are
capable of transoceanic migrations, with individuals recorded swimming 3 550 km
from Australia to New Zealand (Bruce et al. 2006), 3 800 km from California to
Hawaii (Boustany et al. 2002; Weng et al. 2007; Block et al. 2011) and 20 000 km
from South Africa to Australia and back (Bonfil et al. 2005). In spite of these vast
distances travelled, white sharks are normally encountered along continental
shelves, often exhibiting fine-scale patterns of site fidelity and seasonal aggregation
in coastal areas where prey availability is high (Martin et al. 2005; Bruce et al. 2006;
Domeier and Nasby-Lucas 2008; Jorgensen et al. 2010; Skomal et al. 2017). White
sharks in South Africa mostly occur in the southern and western Cape in close
proximity to resident Cape fur seal (Arctocephalus pusillus pusillus) colonies (Jewell
et al. 2012; Kock et al. 2013; Towner et al. 2013). However they also frequent the
inshore regions (Figure 1) of Algoa Bay (Dudley 2012), Mossel Bay (Johnson et al.
2009; Jewell et al. 2012), Gansbaai (Towner et al. 2013) and False Bay (Kock et al.
2012) when not feeding on seals (Kock et al. 2013).
False Bay attracts considerable numbers of white sharks which is thought to
be due to an abundance of prey species, including elasmobranchs, teleosts and
marine mammals (Ferreira & Ferreira 1996; Martin et al. 2005; Hammerschlag et al.
2006; Laroche et al. 2008; Weltz et al. 2013; Hewitt et al. 2017). Similar to the
aggregation sites of Gansbaai (Towner et al. 2013; Wicsel et al. 2015) and Mossel
Bay (Johnson et al. 2009; Jewell et al. 2012), white sharks in False Bay exhibit site
fidelity to Seal Island (Figure 1) in winter, and to the inshore region in summer (Kock
et al. 2013). Both male and female white sharks prey on Cape fur seals (mostly
pups) at the island (De Vos et al. 2015a; De Vos et al. 2015b), and are hypothesised
to switch to a primarily teleost-based diet during spring and summer, when migratory
prey species abundance peaks inshore (Clark et al. 1996a; Lamberth 2006; Kock et
al. 2013; Loosen 2017). It is well established that white sharks undergo ontogenetic
dietary shifts, with the diet of smaller white sharks (<2 m) consisting primarily of
squid, teleosts and elasmobranchs, while larger individuals (>3 m) consume larger
7

fish species and marine mammals and (Tricas and McCosker 1984; Klimley 1985;
Estrada et al. 2006; Hussey et al. 2012).

Figure 1: Map of South Africa indicating positions of Algoa Bay, Mossel Bay, Gansbaai and False Bay
mentioned in the text. Inset shows the location of Seal Island in False Bay.

Influence of environmental variables on shark movement and distribution
Environmental variables provide species with cues for reproduction (Olive 1995;
Pankhurst and Porter 2003; Frederiksen et al. 2004), feeding (Kestemont and Baras
2001; Kasumyan and Doving 2003; Trippel and Neil 2003; Stoner 2004) and
migration (Kamykowski 1981; Jetz et al. 2008; Warner 2011), and hence have a
critical influence on the temporal and spatial distribution of plant and animal species
(Orton 1920; Jackson et al. 2001). Within marine ecosystems environmental
8

variables have been shown to influence diverse taxa, including invasive polychaete
density and occurrence (Garaffo et al. 2016), sardine presence (O’Donoghue et al.
2010), seabird distribution (Durant et al. 2004) and the occurrence of fin whales
(Littaye et al. 2004).
Marine predators are often predictable in how they use their environment, with
movement driven by oceanic mechanisms, spatial and temporal fluctuations in prey
abundance and species-specific thermal tolerances (Block et al. 2011). Thus,
changing environmental conditions can prompt changes in habitat use of marine
apex predators (such as sharks) (Schlaff et al. 2014). Understanding variation in the
presence of highly mobile marine apex animals in coastal and continental shelf
ecosystems and how this varies with environmental variables has only recently been
achieved through the combined use of modern telemetry (Klimley and Butler 1988;
Ropert-Coudert and Wilson 2005; Hays et al. 2006; Heupel et al. 2006) and remote
instrumentation.
Using environmental conditions to predict shark behaviour and distribution is
useful, as abiotic variables are generally easier to measure than biotic variables,
including sharks themselves (Schlaff et al. 2014). Shark movement may be
influenced by environmental variables either indirectly (e.g. by affecting prey
abundance and distribution) or directly (e.g. affecting the sharks physiological
processes) (Schlaff et al. 2014). Numerous studies have provided a clear link
between environmental variables and both the distribution and habitat preference of
sharks (Holland et al. 1993; Hazin et al. 1994; Hopkins and Cech 2003; Wetherbee
et al. 2007; Ortega et al. 2009; Vélez-Marín and Márquez-Farías 2009; Damalas and
Megalofonou 2010; Abascal et al. 2011; Saunders et al. 2011; Weltz et al. 2013;
Schlaff et al. 2014). These studies are important for several reasons: 1) they enable
authorities to put catch restrictions in place during times when presence is highest
and during crucial life-history stages (Agardy 2000; Speed et al. 2010); 2) they
present a baseline for the possible impacts of anthropogenic activities (Block et al.
2011) and 3) for species of shark which pose a threat to human safety, such as the
white shark (Carcharodon carcharias), they provide authorities with the information
necessary to minimise shark-human conflict (Weltz et al. 2013; Engelbrecht et al.
2017).
This paper seeks to improve on our understanding of how environmental
variables influence white shark presence at two popular recreational beaches in
9

Cape Town, South Africa, namely Muizenberg and Fish Hoek beach. These two
beaches have seen the highest levels of shark-human conflict in Cape Town (Kock
2014) and hence there is a need to understand what variables best explain high
shark presence at these beaches. Two previous papers have used long-term data of
white shark sightings collected by trained shark observers to explore the relationship
between white shark presence and a range of environmental and biological
variables, including water temperature, lunar phase, tide state, wind speed and
direction, prey presence, diatom (phytoplankton) presence and dolphin presence
(Weltz et al. 2013; Loosen 2017). To understand how environmental variables may
influence white shark presence, one first needs to consider how these variables
might influence aspects of their life history and biology.

Barometric pressure
Fish can sense changes in barometric pressure and alter their behaviour accordingly
(Guy et al. 1992; Mallekh et al. 1998; Jeffrey and Edds 1999; Heupel et al. 2003).
Although several correlative studies in freshwater environments have suggested that
fish can react to fluctuations in barometric pressure (Stoner 2004), the only direct
study of barometric pressure on changes in fish catch (northern pike) found no
relationship (Kuparinen et al. 2010; Lennox et al. 2017). It is thought that for fish
which possess swim bladders, changes in barometric pressure are slow and small
relative to changes in hydrostatic pressure experienced by fish during vertical
movements (Lennox et al. 2017). In the marine environment, however, barometric
pressure has been shown to influence shark movement.
Heupel et al. (2003) reported that a sharp decrease in barometric pressure
caused juvenile blacktip sharks (Carcharhinus limbatus) to leave a nursery area in
Terra Ceia Bay, USA, while Udyawer et al. (2013) found that five species of coastal
shark (Carcharhinus tilstoni, C. limbatus, C. amboinensis, C. sorrah and C.
melanopterus) responded to changes in barometric pressure associated with storm
events in Terra Ceia Bay and Cleveland Bay, Australia, where all species but C.
melanopterus exhibited a short-term flight response. Contrastingly, barometric
pressure had no influence on grey reef shark (Carcharhinus amblyrhynchos)
movement on an Australian coral reef (Heupel and Simpfendorfer 2014). These
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findings suggest that shark movement in response to a drop in barometric pressure
may be species- and context-specific (Udyawer et al. 2013).
In False Bay, preliminary data from Hammerschlag et al. (2006) indicate that
just prior to an approaching storm, white shark predation frequency on Cape fur
seals increases around Seal Island. This could however be an indirect consequence
of changes in seal presence, as the seals are more likely to haul-out during bad
weather (Hammerschlag et al. 2006). In Algoa Bay, South Africa, aerial sightings of
white sharks increased at higher barometric pressure (Dicken and Booth 2013),
although it was unclear whether this was a direct effect or indirect effect, as changes
in pressure may influence other environmental variables or patterns of prey
availability (Cabanellas-reboredo et al. 2014; Lennox et al. 2017). Furthermore, a
confounding factor in this research (Dicken and Booth 2013) was that there were
more flights on good weather days which are typically associated with higher (or
increasing) barometric pressures.

Water temperature
Spatial and temporal variation in water temperature is one of the most ubiquitous
and ecologically pertinent parameters in marine systems (Stoner 2004), and has a
notable influence on the abundance and distribution of temperate bay and estuarine
fishes (Hopkins and Cech 2003). In ectothermic fishes, water temperature is the
most important factor which governs metabolism (Fry 1971), and can significantly
affect swim speed, activity, feeding and reproductive behaviour (Gonzalez-Ania et al.
2001; Stoner 2004). Shark distribution in coastal environments is also known to be
heavily influenced by water temperature (Hopkins and Cech 2003; Dewar et al.
2004; White and Potter 2004; Harley et al. 2006; Carlson et al. 2008; Vögler et al.
2008; Knip et al. 2010; Abascal et al. 2011, Weltz et al. 2013). In the KwaZulu-Natal
shark (gill) nets, temperature was a significant predictor of catch for several species
of shark, including white sharks (Wintner and Kerwath 2017). Water temperature
may either influence predator behaviour indirectly, by affecting prey distribution and
abundance, or directly, by affecting thermoregulation (Campana and Joyce 2004;
Higham et al. 2015; Wintner and Kerwath 2017).
The hydrodynamic processes within False Bay are influenced by two major
ocean currents – the warm Agulhas current in the east and the cold Benguela
11

current in the west (Dufois and Rouault 2012). During the austral spring and summer
months (September-May), the south-easterly wind dominates, causing cold water to
upwell along the eastern headland (Cape Hangklip), while at the same time pushing
warm surface water to the northern shores of False Bay (Atkins 1970; Dufois and
Rouault 2012). Therefore wind speed and direction are the main forces which drive
water circulation, temperature and nutrient levels in False Bay (Atkins 1970).
Fluctuations of catches in the beach-seine fishery along the northern reaches
of False Bay mirror seasonal variations in sea temperature and nutrient input, with
more fish being caught during the summer months when sea temperatures are
warmer (Lamberth et al. 1995; Clark et al. 1996b). White shark presence at
Muizenberg and Fish Hoek beach during the summer months has also been shown
to be significantly influenced by water temperature, whereby the probability of
spotting a white shark increases at temperatures above 14°C, peaking at 18°C, after
which the probability of presence remained high (Weltz et al. 2013). In addition,
Loosen (2017) determined that white shark sightings at these two beaches peaked
between 17.4°C and 18.6°C.
Although white sharks possess vascular counter-current heat exchangers
(Carey et al. 1982; Bone and Chubb 1983) which enables them to elevate their body
temperature as much as 15°C above the surrounding ambient water (Carey et al.
1971; Carey et al. 1982; Goldman 1997; Klimley et al. 2001; Dewar et al. 2004),
previous work suggests that white sharks prefer inhabiting waters between 13°C and
22°C (Goldman 1997). However, it is likely that water temperature affects white
shark presence inshore of False Bay indirectly through prey distribution and
abundance (Kock et al. 2013; Weltz et al. 2013) rather than directly through
thermoregulation, as the average size of white sharks in False Bay is roughly 3.25 m
(Hewitt et al. 2018), and larger white sharks are known to have greater endothermic
ability (Bernvi 2016). This idea is supported by Loosen (2017) who determined that
white sharks were 66% more likely to be seen at Muizenberg and Fish Hoek beach
when prey fish were present, indicating that prey is a major factor determining white
shark presence inshore of False Bay. Interestingly, although wind strength and
direction influences water temperature in False Bay (Atkins 1970), Weltz et al. (2013)
found no relationship between shark sightings and wind speed and direction, with the
authors proposing that the lack of an effect could be explained by the lag effects of
wind, which would have been too complex for the model to interpret .
12

Cloud cover
Cloud cover affects the amount of light which is absorbed in the atmosphere and
which is scattered by surface waters, decreasing underwater light availability in the
marine environment (McFarland 1990; Bowmaker 1995). Cloud cover could
therefore influence the ability of white sharks to detect their prey, and the ability of
their prey to detect them. However, white sharks are known to successfully hunt
Cape fur seals at dawn at Seal Island in False Bay, with lower light levels
significantly increasing attack frequency and success rate (Martin et al. 2005;
Hammerschlag et al. 2006; McComb et al. 2010; Kock 2014), suggesting that white
sharks exploit low light levels to avoid detection by their prey (Martin et al. 2005).
Due to their endothermic nature, white sharks are able to warm their eyes and brain,
which significantly improves their temporal resolution and their ability to see in cold,
turbid waters, as well as their ability to detect fast moving prey (Block and Carey
1985; Fritsches et al. 2005; Lisney and Collin 2007). Together these findings strongly
suggest that vision is an extremely important sense for this species, and that white
sharks could make use of cloudy days, and the concomitant decreased light
availability in the water column, to better ambush prey.

Lunar phase and tidal state
The biology of various marine animals across different taxa are affected either
directly by the lunar cycle or indirectly by associated tidal states (Horning and
Trillmich 1999; Naylor 2001; Benoit-Bird et al. 2009). Behaviours such as
reproduction (Masterson et al. 1997), predation (Benoit-Bird et al. 2009), migration
(Last et al. 2016), aggregation (Cowley et al. 2001) and habitat use (Miller and
Skilleter 2006) are all known to be influenced by lunar phase and associated tidal
state. In the case of white sharks, predator behaviour and distribution may be
affected by lunar phase either directly through abiotic factors such as tide
(Hammerschlag et al. 2006; Afonso et al. 2014) and lunar illumination (Poisson et al.
2010), or indirectly through impacts on prey distribution (Weltz et al. 2013; Wintner
and Kerwath 2017).
Although some studies have shown no effect of lunar phase on predatory fish
distributions and behaviour (Ortega-Garcia et al. 2008), other studies have shown
that porbeagle sharks (Lamna nasus), a close relative of the white shark, alter their
13

depth in the water column in relation to lunar cycles (Damalas and Megalofonou
2010; Poisson et al. 2010; Cartamil et al. 2011; Saunders et al. 2011). Lunar phase
has also been shown to affect catchability of certain shark species in various
fisheries. Wintner and Kerwath (2017) discovered that lunar phase was a significant
predictor of catch for six species of shark in the KwaZulu-Natal shark nets, although
no relationship was found between lunar phase and white shark catch. It is thought
that increased prey availability, together with increased hunting success due to low
lunar illumination, may affect the inshore abundance and therefore catchability of
certain shark species (Wintner and Kerwath 2017). In addition, white shark catches
in shark nets in Australia increased at new moon, with the authors proposing that the
low light conditions at new moon either enabled white sharks to hunt more
successfully or that they were unable to visually detect the nets (Werry et al. 2012).
In False Bay, Weltz et al. (2013) determined that lunar phase was a significant
predictor of white shark presence at Muizenberg and Fish Hoek beach, with the
probability of spotting a shark being highest at new moon and lowest at full moon.
The authors proposed that the new moon may provide a hunting advantage or an
improved feeding opportunity for white sharks by providing camouflage due to the
decreased light availability in the water column.
Lunar cycle is closely related to tidal cycle, which is also known to affect the
behaviour and distribution of many marine species, particularly those that inhabit
coastal areas (Butner and Brattstrom 1960; McDowall 1969; Naylor 2001;
Wetherbee et al. 2007). Tides alter the size of the surf zone, and some shark
species, for example the leopard shark (Triakis semifasciata), have been
documented moving with the incoming tide to exploit food resources which are
unavailable at low tide (Ackerman et al. 2000). However, Weltz (2012) found no
relationship between white shark sightings inshore and tidal state, and suggested
that the amount of available habitat as a result of tidal fluctuations may not be
sufficient to influence the movement of white sharks in these areas. In comparison,
white shark predatory frequency on elephant seals (Mirounga angustirostris) at the
Farallon Islands off the coast of California, United States increased with tidal height
(Anderson et al. 1996; Pyle et al. 1996). It is thought that increased tidal height
forces elephant seals into the water by reducing the size of their haul-out area and
hence forcing them into the water with white sharks (Pyle et al. 1996). In False Bay,
predation rates on Cape fur seals by white sharks around Seal Island have also
14

been shown to increase at high tides, as the sharks are able to approach closer to
the island without being detected (Hammerschlag et al. 2006). Therefore it is
possible that lunar phase and tidal state can influence white shark presence by
having a direct effect on their ability to ambush prey and an indirect effect on the
behaviour of potential prey species.

Shark-human conflict and mitigation
Shark-human interactions occur worldwide and represent a major challenge for
coastal management authorities who are mandated to keep recreational water users
safe (Conover 2001; Woodroffe et al. 2005; Nel and Peschak 2006; Dickman 2010;
Neff 2012; Redpath et al. 2015). Managing the risk to water users is particularly
difficult when the shark species is globally protected by the Convention on
International Trade in Endangered Species of Wild Fauna and Flora (CITES)
(Fergusson et al. 2009), as the use of lethal control becomes even more
controversial. The white shark is one of three species of shark most commonly
associated with unprovoked1 shark-human interactions (Curtis et al. 2012), and
worldwide, the incidence of unprovoked shark-human interactions has been
increasing (McPhee 2014).
Engelbrecht et al. (2017) showed that water user activity decreased
significantly (up to 3 months) at Muizenberg and Fish Hoek beach following fatal
shark-human interactions. Although infrequent, shark-human interactions often
attract substantial and exaggerated media attention which influences public opinion,
resulting in pressure being placed on local authorities to prevent future shark-human
interactions and so restore public confidence in beach safety (Curtis et al. 2012; Neff
2012; McPhee et al. 2015). Most attempts at prevention around the world have
adopted lethal control (Lemahieu et al. 2017) with the goal of reducing shark
numbers and hence the probability of an interaction with water users.
Lethal control varies from targeted culls and shark hunts in the short-term to
the deployment of static fishing gear such as baited drum lines and/or shark nets at
“Unprovoked” shark-human interactions refer to when humans are bitten by sharks
in their natural environment despite no prior harassment of the shark taking place;
“provoked” shark-human interactions refer to when humans try to touch or handle
sharks (e.g. to remove fishing hooks or whilst scuba diving) and are subsequently
bitten (Curtis et al. 2012).
1
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popular beaches in the long-term (Curtis et al. 2012). Despite its widespread use,
lethal control remains controversial with short-term culling typically being ineffective,
as catching the “culprit” shark is extremely unlikely for a wide-ranging species like
the white shark (Wetherbee et al. 1994; Holland et al. 1999; Curtis et al. 2012).
Long-term culling, while effective at reducing the total number of large sharks and
hence the number of shark-human interactions (Paterson 1990; Dudley 1997; Green
et al. 2009), is extremely costly to both sharks, non-target species and hence the
broader ecosystem within which they function (Paterson 1990; Krogh and Reid 1996;
Cliff and Dudley 2011).
Various non-lethal control methods are being developed which aim to improve
human safety without negatively impacting on sharks or the marine environment.
Examples of non-lethal shark control measures include aerial detection and warning
systems (Robbins et al. 2014), shark exclusion barriers (Curtis et al. 2012) and
various other deterrents including electric and magnetic devices (for a review see
McPhee et al. 2015).
In response to an increase in shark-human interactions in False Bay over the
previous decade, a permanent land-based shark detection and warning system
called Shark Spotters was implemented in 2004 (Kock et al. 2012). The goal of the
programme is to change the behaviour of water users (rather than that of the sharks)
by alerting them to the presence of a white shark close to shore (Kock et al. 2012).
Detecting sharks is enhanced by popular beaches being in close proximity to
mountains, which provide an elevated vantage point from which trained shark
observers can scan the waters below. If a large shark is detected moving in the
direction of water users then beach-based shark observers will alert them via
auditory (a siren) and visual (flags) warnings (Kock et al. 2012; Engelbrecht et al.
2017).
Observational data recorded by shark observers has been used to investigate
the drivers of white shark presence at Muizenberg and Fish Hoek beach as detailed
above and by Weltz et al. (2013) and Loosen (2017). Although these studies have
reported significant environmental predictors of white shark presence at both
beaches, these studies were limited by the difficulties associated with detecting a
marine animal from land, as discussed below.
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Benefits and limitations of previous studies in relation to current study
The main advantage of using data collected by shark observers at the Shark
Spotters organisation is that these data have been recorded daily for over a decade
and thus include a large range of environmental variables which can be used to
determine the predictors of shark presence. These data are, however, biased to
environmental conditions that allow for the visual detection of sharks, e.g. good
water visibility with cloudless and calm weather conditions. Furthermore, the
detection of sharks is influenced by both the depth that the shark is swimming at and
the levels of vigilance of the human observers, with the potential of misidentification
of shark species, particularly when large (>2 m) bronze whalers (Carcharhinus
brachyurus) are present inshore of False Bay. An additional limitation of shark
observer data is that it is restricted to daylight hours, while sharks are active along
the inshore at all times (Kock et al. 2013). In this study I use passive acoustic
telemetry of tagged white sharks to address the challenges of limited visual
detection, temporally constrained sampling and potential misidentification of shark
species.
Acoustic receivers can detect sharks at any time provided they come within
the detection range of the receiver. Furthermore, receivers are not impacted by
either water visibility or cloud cover, although there is evidence that temperature,
salinity, wind speed, suspended particles and wave action can influence the overall
range at which tagged sharks are detected (Heupel et al. 2006; Kessel et al. 2014).
This issue will be discussed for each environmental predictor variable where
applicable.
An additional limitation of passive acoustic telemetry is that one is limited to
detecting only those sharks that are tagged and consequently there may be
instances when untagged sharks are present on the inshore and detected by
observers only. It is thus essential to ensure that a significant proportion of the
resident population is tagged in order to make broader generalisations about factors
influencing the species presence in particular areas.
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Aims and Objectives
The primary aim of this study is to investigate whether white shark presence can be
explained by environmental predictors at Muizenberg and Fish Hoek beach, using
acoustic telemetry. The secondary aim is to determine whether the results from this
study differ from two previous studies that relied on shark observer data at the same
beaches. Environmental variables that are hypothesised to influence marine life
presence and abundance along the inshore include water temperature, barometric
pressure, wind speed, wind direction, cloud cover, lunar phase, tidal state and time
of day. As the results from Weltz et al. (2013) have subsequently been used by the
Shark Spotters organisation and the City of Cape Town for shark-safety awareness
campaigns, the results of this study have important management ramifications – they
can either validate the findings of Weltz et al. (2013) and support the current shark
safety warnings used to inform water users in False Bay, or refute their findings and
provide new insights into how white sharks make use of the inshore environment at
Muizenberg and Fish Hoek beach. Unfortunately, data for prey availability is not
available for this study, therefore any influence of environmental variables on prey
species may indirectly explain white shark presence at inshore beach sites.
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Methods
Ethics statement
“All research methods were approved and conducted under the South African
Department of Environmental Affairs: Oceans and Coasts permitting authority.
Permit # V1/1/5/1, V1/8/5/1.” (Kock et al. 2013).

Study site
This study was conducted at two popular recreational beaches – Muizenberg and
Fish Hoek beach – located on the north-western coastline of False Bay, South Africa
(Figure 2). This region of South Africa experiences a Mediterranean climate with
cool, wet winters and hot, dry and windy summers (Clark et al. 1996b). Muizenberg
and Fish Hoek beach were selected for this study as they consistently have both the
highest number of shark sightings (based on shark observer data) in False Bay
(Kock et al. 2012) and incidences of shark-human interactions (Kock 2014).
Despite their close proximity, Muizenberg and Fish Hoek beach differ in terms
of their orientation and bathymetry and therefore experience different environmental
conditions and attract a different subset of water users (Engelbrecht et al. 2017).
Muizenberg beach has a sandy substrate which slopes gently with depth creating an
extensive surf zone (>300 m from the beach) that is popular with surfers (Kock et al.
2012). Fish Hoek also has a largely sandy substrate but with a steeper slope and
hence a narrower surf zone (<100 m from beach) and is more popular with
swimmers and kayakers (Kock et al. 2012; Engelbrecht et al. 2017).

Detecting white sharks
White shark detections were obtained from two underwater acoustic receivers (VR2,
Vemco Ltd. Nova Scotia, Canada). These receivers are omni-directional, and record
the presence of acoustic transmitters affixed to free-swimming white sharks using
one channel (69 kHz) (Voegeli et al. 2001). One receiver was positioned near Fish
Hoek beach (Figure 2B) and the other near Muizenberg beach (Figure 2C).
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Figure 2: (A) South Africa with location of False Bay and Muizenberg and Fish Hoek beaches (Adapted
from Engelbrecht et al. 2017), (B) Fish Hoek beach with approximate position of shark observer
(Spotter) and position of Vemco underwater acoustic receiver (Receiver) used in this study (Google
Earth image, 2018), (C) Muizenberg beach showing approximate position of shark observer (Spotter)
and position of Vemco underwater acoustic receiver (Receiver) used in this study (Google Earth image,
2018).
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Shark tagging
White sharks were tagged both along the inshore region of False Bay and at Seal
Island (Kock et al. 2013). White sharks had to be attracted to the research vessel to
be tagged. At Seal Island, they were attracted using a standardised baiting and
chumming method (Laroche et al. 2007). In the inshore region, however, white
sharks which were swimming at or near the water surface were approached by the
research vessel and a tuna head and/or foam seal decoy tied to a rope was used to
lure them closer to the boat for tagging. The width of the research vessel (2.6 m) was
used as a reference to estimate shark length (to the nearest 0.5 m). The sex of the
shark was determined by visual inspection for the presence or absence of claspers,
and only tagged once sex was confirmed.
A total of 56 white sharks were tagged with acoustic transmitters (Vemco Ltd.
V16, Nova Scotia, Canada) from 25th April 2005 until 14th September 2007. A
modified spear gun was used to deploy the acoustic transmitters into the base of the
first dorsal fin. Sharks were tagged with V16-5H-R04K transmitters (battery life
approx. 36 months, 17 x 95 mm, code intervals: 150-300 s) (Kock 2014). To improve
protection from physical damage, transmitters were encased in the manufacturers
“shark case” (Kock et al. 2013). Shark cases had previously been painted with two
layers of anti-fouling paint to reduce bio-fouling, which can reduce signal
transmission and through increased frictional drag compromise the welfare of the
shark (Heupel et al. 2008).
Each white shark is uniquely identifiable by its transmitter, which periodically
emits 69 kHz pings in a closely-spaced pulse train. If the pulse train is successfully
decoded by the VR2 receiver, it is recorded and stored in the receiver memory as a
single detection with the date, time of detection and unique transmitter number
(Lacroix and Voegeli 2000). Acoustic mooring design and range testing was
conducted as described by Kock et al. (2013) and included in the appendix.

Data collection
All white shark detections on the Muizenberg and Fish Hoek receiver (Figure 2)
between the 28th April 2005 and the 31st December 2007 were used in this study. To
determine the duration of tags at liberty, I used detections from all receivers located
in Algoa Bay, Mossel Bay, Gansbaai and False Bay (Kock et al. 2013). This was
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important in verifying that times of no detection were not necessarily due to tag
failure, but of shark movement outside of the study area (Kock et al. 2013).
A range of environmental variables were recorded for the study period. Water
temperature data were measured using a hand-held mercury/alcohol thermometer at
waist depth at each beach, and were obtained from the South African Coastal
Temperature Network (SACTN) (Schlegel and Smit 2016). Wind speed (m/s) and
direction (degrees from north), barometric pressure (hPa) and total cloud cover (in
octas) measurements were obtained from the South African Weather Service
(SAWS) which recorded these variables at Cape Town International Airport (17 km
from the study site). Lunar phase (full, first quarter, new and last quarter) and tide
data (time of low and high tide) were obtained from the South African Naval
Hydrographic Office (South African Navy Hydrographic Office 2005, 2006, 2007).
Low and high tide times were obtained for the entire study period.

Statistical analyses
The relationship between white shark presence and environmental variables was
modelled for each beach separately.

Models
Generalised Additive Mixed Models (GAMMs) (Wood 2006) were used to investigate
the relationship between the probability of detecting a white shark and the predictor
variables. GAMMs are commonly used to explore relationships which are likely nonlinear and not normally distributed and are able to incorporate parametric, nonparametric smooth- and random model components within a binomial error model
(Wood 2006). GAMMs are different to Generalized Linear Mixed Models (GLMMs) in
that they are not based on an assumed relationship between the predictor and
response variables that are specified a priori (Zuur et al. 2009). Instead, GAMMs fit
‘smooth’ functions to continuous predictor variables and then establish relationships
between these functions and the response variable via link functions (Wood 2006;
Zuur et al. 2009). Therefore GAMMs are able to model relationships which are highly
non-monotonic and non-linear (Guisan et al. 2002; Zuur et al. 2009), which are
typical of tidal, lunar and temporal patterns.
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If a shark was tagged before the start of the study period (i.e. 28 th April 2005),
then that shark’s time at liberty commenced on the 28 th April 2005 until 31 st
December 2007 – the end of the study period. If a shark was tagged after 28 th April
2005, then that shark’s time at liberty started on the date that it was tagged until the
end of the study period. The presence/absence of each shark’s time at liberty was
apportioned into 24, 1 hr time bins for each receiver, as per methods of Lindholm et
al. (2007). For example, Bin 1 started every day at 00h00 and ended at 00h59, while
Bin 24 started at 23h00 and ended at 23h59. To prevent the inclusion of “phantom”
detections, solitary detections for a particular shark that were not followed nor
preceded by another detection within 59 min were not included in the final data set,
as per the methods of Lindholm et al. (2007). Therefore only sharks with two or more
consecutive detections within the hour were considered to have been present for that
hourly bin (sensu Bond et al. 2012). Analyses were run using binomial distribution
models, whereby the binomial values of 1 and 0 were used to represent the
presence or absence of each shark at the receiver, respectively.
The sample unit in this study was an hourly bin, therefore each predictor
variable was selected to match this temporal scale as closely as possible. Thus wind
speed was obtained for each hour of each day. Wind direction (degrees from north)
was also obtained hourly, and was categorised as either offshore, onshore, crossshore from left or cross-shore from right (with cross shore defined as a vector 45
degrees from the perpendicular). Barometric pressure data was also obtained for
each hour of each day. Variables that were not available in hourly format include
water temperature, cloud cover, lunar phase and tide. Water temperature data were
provided in the form of daily averages. Cloud cover data were provided at 08h00,
14h00 and 20h00. Data for 08h00 and 14h00 periods were averaged and assigned
to all hourly bins between 0h00 and 11h00. Data for 14h00 and 20h00 were
averaged and assigned to the hourly bins between 12h00 and 23h00. Lunar phase
was determined for each of the eight standard moon phases, i.e. (1) new moon (2)
waning crescent (3) last quarter (4) waning gibbous (5) full moon (6) waxing gibbous
(7) first quarter and (8) waxing crescent, and then allocated to corresponding hourly
bins over the 24 hour time period. For tidal state, high tide and low tide were
assigned to the hourly bin in which they occurred as well as the previous and
subsequent hourly bins. The hours between low and high tide were categorised as
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“flood”, and the hours between high and low tide were categorised as “ebb”. These
categories were assigned to all hourly bins outside of low and high tide time bins.
Once all data were allocated to their respective hourly bins, any bins which
contained missing values were removed before starting the modelling process, as
recommended by Zuur et al. (2009). As model approximation and subsequent
prediction can be severely distorted by collinearity (Dormann et al. 2013), multi-panel
scatterplots were used to test for collinearity between environmental variables (Zuur
et al. 2009). If the Pearson correlation coefficient (|r|) exceeded 0.7, then two
variables were considered to be collinear. No variables were found to be collinear
and hence all were retained for the modelling. In addition to each environmental
variable tested against shark presence/absence in each hour, the variables year,
season, Julian day and hour were also included as predictor variables to explore the
effects of temporal variation on white shark presence. Each season was categorised
as follows: summer (December, January, February), autumn (March, April, May),
winter (June, July, August) and spring (September, October, November).
Initially a GAMM was used to model the probability of a shark detection
against the various predictor variables using the ‘mgcv’ package (Wood 2013)
available in the R statistical platform (R Core Team 2016). However, due to the large
data sets for Muizenberg and Fish Hoek beach (~314 000 and ~179 000 lines of
data, respectively) the models were not able to converge. I therefore used the ‘bam’
function (Wood et al. 2015) which is also available in the ‘mgcv’ package (Wood
2006). The bam function is able to fit GAMMs to very large data sets containing
upwards of several tens of thousands of data (Wood et al. 2015). The advantage of
using the bam function is that it has a much lower memory footprint than a GAMM,
leading to faster model computation. The full bam model, evaluated independently
for Muizenberg and Fish Hoek beach, included the categorical variable ‘Year’;
smoothing functions for the variables ‘Julian day’, ‘Cloud cover’, ‘Tide height’ and
‘Lunar phase’; interaction terms between ‘Hour’ and ‘Season’, ‘Water temperature’
and ‘Season’, ‘Wind speed’ and ‘Season’, ‘Wind direction’ and ‘Season’, and
‘Barometric pressure’ and ‘Season’; and random effects for ‘Shark ID’ and ‘Date’,
such that:
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logit(p) = β0 + Year + f1(Julian day) + f2(Hour x Season) + f3(Tide height) +
f4(Lunar phase) + f5(Cloud cover) + f6(Water temperature x Season) + f7(Wind
speed x Season) + f8(Wind direction x Season) + f9(Barometric pressure x
Season) + αi + αii,

where logit represents the binomial link function, p is the probability of detecting a
shark in a given hour (i.e. response = 1), f1-4 denotes the smooth functions realised
by cyclic cubic regression splines, f5-9 represents smoothing functions realised by
thin plate regression splines (Wood 2006), αi is the random effect for Shark ID and αii
is the random effect for Date (Zuur et al. 2009). The error structure of GAMMs
corrects for non-independence of statistical units and allows for the ‘random effects’
variance to be decomposed at different levels of clustering (Wood 2006). I therefore
treated Shark ID as a random effect to manage the issue of pseudo-replication, as
this enabled me to account for lack of independence between detections for each
identified shark. The issue of temporal autocorrelation was managed by treating
Date as a random effect to account for the possible lack of independence between
predictor variables (Zuur et al. 2009).

Model Building
The Fish Hoek receiver recorded far fewer total white shark detections than the
Muizenberg receiver (1 481 total detections vs. 13 803 detections respectively).
Once false detections and detections that did not meet the detection criteria were
removed, these detections were reduced to 160 vs. 1 364 hourly detections for Fish
Hoek beach and Muizenberg beach respectively. This resulted in the Fish Hoek data
being highly zero-inflated with the result that the models did not converge. I
consequently excluded Fish Hoek beach from further model analyses. The variables
included in the final models for Muizenberg beach were determined using the topdown approach as described by Zuur et al. (2009). For each set of models, I first
started with a model containing all the predictor variables with as many interactions
as possible, including random effects which were thought to contribute towards the
optimal model – this model is termed the ‘beyond optimal model’ (Zuur et al. 2009).
The optimal structure of random effects were determined and I then began a
backwards stepwise variable selection to determine the best combination of predictor
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variables which gave me the most parsimonious model. The Akaike’s Information
Criterion (AIC) was used to determine the optimal combination of predictor variables
(Zuur et al. 2009). Each predictor variable in the final model was determined using
ANOVA tables with Chi-squared tests.
As the p-values produced by GAMMs are approximate, values close to 0.05
may not indicate true significance (Zuur et al. 2009). As such, predictor variables
with p < 0.01 were immediately included in the model and predictor variables which
did not contribute significantly (p > 0.05) were dropped from the model. If a variable
showed some level of significance, but not low enough for immediate inclusion into
the model (i.e. 0.01 < p < 0.05), the most parsimonious model (i.e. lower AIC value)
was selected by running two models (one that incorporated the variable in question
and one that did not). AIC values of the full and final models were then compared to
ensure that the final model was indeed a better fit than the full model (AICfinal =
13 145.9, AICfull = 13 164.2). The final model was used to predict the probability of
detecting a white shark at Muizenberg beach for all significant predictor variables
using the ‘predict.gam’ function in the ‘mgcv’ package (Wood 2013). The predict.gam
function simulates experimental conditions for the variable to be predicted whilst all
other variables are held constant (Table 1).
Table 1: Reference set of variables for each predictor variable used to model white shark detection
probability at Muizenberg beach. ‘Corresponding’ refers to the corresponding season that was being
predicted (i.e. summer, autumn or winter). Mean refers to the mean observed value for that variable, ‘x
season’ refers to that variable interacting with a specific season.

Variable
Year
Day
Hour x season
Water temperature x season
Wind speed x season
Barometric pressure x season

Value
2005
280
Mean x corresponding
Mean x corresponding
Mean x corresponding
Mean x corresponding
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Results
At total of 16 individual white sharks (29% of tagged white sharks at liberty) were
detected at Fish Hoek beach over 955 days from 20th May 2005 to 31 st December
2007 (Table 2), totalling 1 418 detections, which were binned into 160 hourly
detections (Figure 5). The range tests determined that the range of the Fish Hoek
receiver was ≤500 m (Kock 2014).
Table 2: Summary of tagged white sharks detected on the Fish Hoek receiver between 20 th May 2005
and 31st December 2007. Data include the unique Shark ID number, the date the shark was tagged and
monitoring start date for each shark, last date the tag was recorded on the Fish Hoek receiver, detection
period, total number of days detected at Fish Hoek beach and total number of hours detected at Fish
Hoek beach.

Shark
ID

Date tagged
and
monitoring
start date

Date of last acoustic
detection at Fish Hoek
beach

Detection
period
(days)

No. days
detected at
Fish Hoek
beach

No. hours
detected at
Fish Hoek
beach

603
621
620
601
611
546
630
547
556
560
545
551
634
633
638
639

20-05-2005
06-06-2005
17-06-2005
25-08-2005
02-09-2005
28-04-2006
25-05-2006
30-06-2006
09-08-2006
13-11-2006
14-11-2006
14-11-2006
14-11-2006
26-01-2007
10-03-2007
12-06-2007

07-11-2005
10-11-2005
07-04-2007
14-09-2005
06-11-2005
07-11-2006
28-09-2006
07-11-2006
21-10-2006
19-03-2007
24-10-2007
03-10-2007
25-11-2006
22-10-2007
24-10-2007
24-10-2007

171
157
659
20
65
193
126
130
73
126
344
323
11
269
228
134

9
4
27
8
2
4
3
13
8
9
6
3
1
3
9
2

11
5
38
14
2
5
5
26
10
15
6
4
2
4
11
2

White shark detections at Fish Hoek beach occurred across a range of barometric
pressures, wind speeds and lunar phases, however they were confined to water
temperatures ranging primary between 13°C and 18°C (Figure 3). The highest
number of white shark detections at Fish Hoek beach occurred during September,
October and November (Figure 5), with the majority of detections (47, representing
29% of detections at Fish Hoek) occurring in October. Fish Hoek beach had very few
detections in all other months, with February exhibiting the fewest detections (0). The
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maximum number of detections at Fish Hoek beach in one day was five, occurring
on the 6th November 2006 and representing two different white sharks. The number
of individual white sharks detected per month also varied, with the spring months
exhibiting the most numbers of individuals (Figure 6).

Figure 3: Boxplots indicating white shark absence (0) and presence (1) at Fish Hoek beach
corresponding to environmental variables (A) Barometric pressure, (B) Wind speed, (C) Water
temperature and (D) Lunar phase. Grey dots represent jittering of data points to prevent overplotting.

A total of 32 individual white sharks (57% of tagged white sharks at liberty) were
detected at the Muizenberg receiver over 981 days from 28th April 2005 to 31st
December 2007 (Table 3), with a total of 13 803 detections which were then binned
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into 1 168 hourly detections (Figure 5). The range tests determined that the range of
the Muizenberg receiver was >500 m, but <1000 m (Kock, 2014).
Table 3: Summary of tagged white sharks detected on the Muizenberg receiver between 24th April 2005
and 31st December 2007. Included is the unique Shark ID number, the date the shark was tagged and
monitoring start date for each shark, date of last detection on the Muizenberg receiver, detection period,
total number of days detected at Muizenberg beach and total number of hours detected at Muizenberg
beach. * Shark 521 was tagged prior to the study period on the 25-04-2004.

Shark ID
521*
603
608
614
621
624
623
626
620
607
601
611
546
548
630
547
556
549
558
560
632
545
551
562
634
635
636
637
633
638
639
642

Date tagged
and
monitoring
start date
28-04-2005
20-05-2005
04-06-2005
06-06-2005
06-06-2005
06-06-2005
10-06-2005
10-06-2005
17-06-2005
17-06-2005
25-08-2005
02-09-2005
28-04-2006
28-04-2006
25-05-2006
30-06-2006
09-08-2006
17-08-2006
06-10-2006
13-11-2006
13-11-2006
14-11-2006
14-11-2006
14-11-2006
14-11-2006
14-11-2006
14-11-2006
17-01-2007
26-01-2007
10-03-2007
12-06-2007
14-09-2007

Date of last
detection at
Muizenberg beach

Detection
period
(days)

10-06-2005
29-12-2005
27-09-2005
20-06-2005
16-11-2005
10-06-2005
08-01-2006
30-12-2005
27-12-2005
13-01-2006
14-09-2005
07-05-2006
16-12-2006
20-03-2007
29-09-2006
21-04-2007
25-10-2006
02-02-2007
27-02-2007
07-04-2007
25-11-2006
08-11-2007
29-12-2006
12-04-2007
15-04-2007
23-12-2006
23-11-2006
08-08-2007
25-04-2007
26-09-2007
21-10-2007
25-09-2007

43
223
115
14
163
4
212
203
193
210
20
247
232
326
127
295
77
169
144
145
12
359
45
149
152
39
9
203
89
200
131
11

No. days
detected at
Muizenberg
beach
1
50
7
1
24
1
2
15
76
37
4
24
16
16
5
54
18
25
28
26
1
27
10
12
44
3
2
29
17
11
6
1

No. hours
detected at
Muizenberg
beach
2
174
9
1
53
1
3
34
184
81
8
71
21
21
6
103
25
44
50
55
1
35
15
19
70
4
3
42
18
15
9
1
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In comparison to Fish Hoek beach, white shark detections at Muizenberg beach
occurred over a greater range of barometric pressures and water temperatures, but
over the same range of wind speeds and lunar phases (Figure 4).

Figure 4: Boxplots indicating white shark absence (0) and presence (1) at Muizenberg beach
corresponding to environmental variables (A) Barometric pressure, (B) Wind speed, (C) Water
temperature and (D) Lunar phase. Grey dots represent jittering of data points to prevent overplotting.

Results from the model revealed that year, day, hour, water temperature, wind speed
and barometric pressure were significant predictors of white shark presence at
Muizenberg beach (Table 4), but wind direction, cloud cover, tide height and lunar
phase were not (p > 0.05) and were therefore excluded from the model. Although
there were several significant predictors of white shark presence at Muizenberg
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beach, the GAMM model only explained a minimal percentage of the variation in
shark detections (19%).
Table 4: Results of ANOVA tables with Chi-squared tests for significance of each predictor variable
towards the final model. For smooth terms, edf = estimated degrees of freedom and Chi.sq = Chi
squared value; for parametric terms + refers to Estimate value and # refers to z value. * represents
variables significant at the 5% level of significance.

Predictor variable
Year:2005
Year:2006
Year:2007
Water temperature:Summer
Water temperature:Autumn
Water temperature:Winter
Water temperature:Spring
Julian day
Wind speed:Summer
Wind speed:Autumn
Wind speed:Winter
Wind speed:Spring
Hour:Summer
Hour:Autumn
Hour:Winter
Hour:Spring
Barometric pressure:Summer
Barometric pressure:Autumn
Barometric pressure:Winter
Barometric pressure:Spring
Shark ID
Date

edf
-2.790+
-1.501+
-1.390+
1.0003
1.0007
1.0009
2.3598
6.2996
3.5377
2.1594
1.0238
1.001
1.8556
2.5249
1.5454
1.0858
1.0106
3.7022
1.0008
2.3854
0.9633
286.865

Chi.sq
-5.225#
-9.822#
-6.930#
5.298
6.538
4.583
4.167
640.227
14.137
21.653
0.2
0.004
7.099
14.952
3.407
1.755
19.816
14.985
2.207
5.373
26.531
1051.13

p-value
<0.001
<0.001
<0.001
0.021*
0.011*
0.032*
0.168
<0.001
0.01*
<0.001
0.689
0.952
0.018*
0.002
0.089
0.202
<0.001
<0.01
0.138
0.155
<0.001
<0.001

Temporal variation – Year/Season/Time of day
White shark presence varied with year, season and time of day at Muizenberg
beach. Throughout the study period, the highest numbers of shark detections
occurred during spring (Figure 5), with October being the month with the highest
number of detections overall (263, representing 23% of total white shark detections
at Muizenberg beach). In comparison, the months of June, July and August
(corresponding to the winter season) had the fewest numbers of shark detections at
Muizenberg beach (Figure 5), with July exhibiting the fewest detections (3 in total).
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The number of individual sharks detected also varied by month for
Muizenberg beach, with the spring months exhibiting the highest number of
individuals detected per month, and the winter months having the fewest numbers of
individuals detected (Figure 6). The maximum number of detections in one day at
Muizenberg beach was 25, on the 30th October 2005 and representing five different
white sharks.
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Mean number of different white shark
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Figure 5: Combined frequency of white shark hourly detections per month at Muizenberg and Fish
Hoek beaches from April 2005 to December 2007.
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Figure 6: Mean number of different white sharks detected per month for Muizenberg and Fish Hoek
beaches. Error bars indicate standard deviation.
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The probability of detecting a white shark at Muizenberg beach was 3 times higher in
2005 than 2006 and 2007 (Figure 7A). Detection was 2.7 times higher in spring than
summer, 3 times higher than in autumn and 23 times higher than in winter (Figure
7B). In addition, during the summer and autumn months, the probability of detecting
a white shark increased between the hours of 10h00 and 15h00 (Figure 8A and B).

Figure 7: Probability of detecting a white shark at Muizenberg beach with (A) year and (B) for each
day and corresponding season for 2005, 2006 and 2007 combined. Error bars (A) and dashed lines
(B) represent 95% confidence intervals.

A

B

Figure 8: Probability of detecting a white shark at Muizenberg beach per hour during (A) summer and
(B) autumn. Dashed lines represent 95% confidence intervals.
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Barometric pressure
The probability of detecting a white shark in summer increased as barometric
pressure increased (Figure 9A), with the probability of detecting a shark being 7
times higher at 1030 hPa compared to 1010 hPa. This trend is also evident during
autumn (Figure 9B), with the probability of detecting a white shark being 6 times
higher at 1030 hPa compared to 1010 hPa. In both instances, the 95% confidence
intervals started to grow larger as barometric pressure increased above 1020 hPa.

A

B

Figure 9: Probability of detecting a white shark at Muizenberg beach by barometric pressure during
(A) summer and (B) autumn. Dashed lines represent 95% confidence intervals.
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Wind speed
Wind speed was also a significant predictor of white shark presence during summer
and autumn (Figure 10A and B), however the effects of wind speed differed for each
season. During summer, the probability of detecting a white shark increased when
wind speed reached 10m/s or higher, with the probability of detecting a white shark
being 3 times higher at 15 m/s compared to 10 m/s. However, the 95% confidence
intervals at 15 m/s were much larger than at 10 m/s. In comparison, the probability of
detecting a white shark decreased as wind speed increased during the autumn
season, where the probability of detecting a white shark was 26 times higher when
wind speed was 0 m/s compared to 15 m/s. During autumn, the 95% confidence
intervals were large below 8 m/s, with little difference from 8 to 15 m/s.

A

B

Figure 10: Probability of detecting a white shark at Muizenberg beach with wind speed during (A)
summer and (B) autumn. Dashed lines represent 95% confidence intervals.
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Water temperature
Water temperature was a significant predictor of white shark presence at Muizenberg
beach with an increase in detection probability as temperature increases during the
summer, autumn and winter seasons, although the 95% confidence intervals also
increased as water temperature increased for all seasons (Figure 11A, B and C).
White sharks were detected over a range of temperatures (from 10°C to 23°C)
during the study period. The most pronounced differences in detection probability
occurred during the autumn season, with the probability of detection being 8 times
higher at 22°C compared to 12°C.

A

B

C

Figure 11: Probability of detecting a white shark at Muizenberg beach with water temperature during
the (A) summer, (B) autumn and (C) winter season. Dashed lines represent 95% confidence intervals.

36

Discussion
Similar to previous studies on the patterns of white shark presence at popular
recreational beaches in False Bay (Weltz et al. 2013; Loosen 2017), the results of
this study suggest that the probability of detecting white sharks at Muizenberg beach
is influenced by a suite of environmental variables. Importantly, the findings from this
study, which used acoustic telemetry to detect tagged white sharks, support some of
the key findings from observation studies including the significant positive effects of
year, season, time of day and increasing water temperature (Table 5). Interestingly,
this study found no effect of lunar phase on the probability of white shark detection at
Muizenberg beach, in comparison to Weltz et al. (2013). A novel finding of this study
is the influence of barometric pressure on white shark detection probability at
Muizenberg beach (Table 5).
Table 5: Predictor variables of white shark presence at Muizenberg beach for three different studies
(Loosen 2017, Weltz et al. 2013 and van Beuningen 2018). “Yes” indicates variables which significantly
predicted the probability of white shark presence, “No” indicates variables which had no effect on
influencing white shark presence and “NA” refers to those variables which were not tested in the
respective study.

Variable
Year
Season
Time of day
Water temperature
Wind direction
Wind speed
Tide state
Lunar phase
Prey presence
Barometric pressure

Loosen 2017
Yes
Yes
NA
Yes
NA
NA
NA
NA
Yes
NA

Study
Weltz et al. 2013
Yes
Yes
No
Yes
No
No
NA
Yes
NA
NA

van Beuningen 2018
Yes
Yes
Yes
Yes
No
No
No
No
NA
Yes
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Temporal variation – Year/Season/Time of day
There were significant temporal variations in the probability of white shark detections
across year, season and time of day. The probability of detecting a white shark at
Muizenberg beach was highest in the year 2005. Weltz et al. (2013) and Loosen
(2017) also found inter-annual variability in white shark sightings at Muizenberg
beach, with sightings decreasing from 2006-2008 (Weltz et al. 2013; Loosen 2017),
increasing between 2009 and 2011 (Weltz et al. 2013; Loosen 2017) and decreasing
again from 2012-2016 (Loosen 2017). However from 2006-2016 the overall trend
was a slight increase in the number of shark sightings (Loosen 2017). In comparison,
the sighting rate of white sharks at Seal Island in False Bay decreased over an eight
year period from 2004–2012 (Hewitt et al. 2017).
Inter-annual variability was also seen in the catch rate of white sharks in the
KwaZulu-Natal and Australian shark nets (Cliff et al. 1996; Malcolm et al. 2001), with
Malcolm et al. (2001) suggesting that seasonal and inter-annual variations in catch
rates of white sharks are likely a result of changes in the distribution of prey species
and are independent of population size. The status of the South African white shark
population is currently being debated (Andreotti et al. 2016; Irion et al. 2017),
however it is likely that inter-annual variations in white shark detections at
Muizenberg beach are also linked to variations in prey availability, not just in False
Bay, but along the entire South African coastline. Furthermore, orcas (Orcinus orca)
are known to predate on white sharks (Pyle et al. 1999), and since 2009 they have
been seen increasingly in False Bay (Kock pers. comm.). In recent years, white
sharks have been absent from False Bay for a period of several months following an
orca sighting (Kock pers. comm.). It is possible that orcas have been present in
False Bay before 2009, but have gone undetected. Therefore the presence of orcas
could also influence inter-annual variability in white shark detections in False Bay.
Season was also a significant predictor of white shark presence at
Muizenberg beach, with the probability of detecting a shark being highest in spring,
then summer and autumn. Very few white sharks were detected in winter. Seasonal
variation in white shark presence inshore in False Bay is already well established
(Kock et al. 2013; Weltz et al. 2013), with white sharks aggregating at Seal Island
during the autumn and winter months where they feed on Cape fur seals (mostly
pups) (De Vos et al. 2015a; De Vos et al. 2015b), and moving inshore during the
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spring and summer, when migratory teleost and elasmobranch abundance peaks in
this habitat (Clark et al. 1996a; Lamberth 2006; Loosen 2017). Interestingly, none of
the environmental predictors included in the model for white shark presence at
Muizenberg beach were significant during spring, the season where the probability of
detecting white sharks is highest. This is an unexpected result and suggests that
cues other than environmental variables measured in this study and those of Weltz
et al. (2013) and Loosen (2017) may be driving white shark presence along the
inshore in spring. Ross et al. (1987) suggest that the factors that control temporal
variations in surf zone fish assemblages can be viewed as a hierarchy, with annual
variations influenced by climatic events, to seasonal patterns of occurrence driven by
reproductive and feeding movements, and finally to changes in environmental
variables such as salinity, temperature and wave height that influence site-specific
abundance. Clark et al. (1996b) support this idea, as they concluded that even when
seasonal variations in environmental variables such as water temperature were not
pronounced, spawning periods of certain resident and transient fish species were still
timed seasonally to allow the juveniles of these species to make optimum use of this
habitat in later months. Therefore it is possible that during spring certain prey fish are
present, but their presence is not closely linked with ambient environmental
variables. This would explain the lack of environmental predictors of white sharks in
spring, as they are following prey fish species which are present in high numbers
(Clark et al. 1996a), but are not necessarily influenced by ambient environmental
conditions.
The probability of detecting a white shark increased during the daylight hours
and peaked between 12h00 and 15h00 during summer and autumn, indicating that
time of day was also a significant predictor of white shark presence at Muizenberg
beach during these months. Contrastingly, time of day was not found to be a
significant predictor of white shark presence at Muizenberg beach in a previous
study (Weltz et al. 2013), however this could be due to the fact that time of day in
their study was broadly categorised into two variables - morning shift (7h00 – 13h00)
or afternoon shift (13h00 – 19h00). Engelbrecht et al. (2017) also found that white
shark sightings peaked at Muizenberg beach between 11h00 – 15h00, and Kock et
al. (2018) discovered that white shark presence inshore of False Bay was higher
around midday. The reasons for this temporal variation in time of day remain unclear
(Weltz et al. 2013; Kock 2014), but could either be related to thermal regulation, as
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sun-warming raises the water temperature in the northern shallow waters of False
Bay (Dufois and Rouault 2012), where white sharks have been observed swimming
at very slow speeds (Kock, pers. comm.), or it is possibly related to increased prey
availability during these times. Another reason for this temporal variation could be
due to diel variations in acoustic detectability of tagged animals, which has been
shown to be influenced by biotic and abiotic noise in the marine environment (Payne
et al. 2010). Yet, as other studies have also shown that white shark presence at
Muizenberg beach (Engelbrecht et al. 2013) and inshore of False Bay (Kock et al.
2018) peaks around midday, it suggests that white shark presence at Muizenberg
beach is significantly affected by time of day, rather than being due to diel
fluctuations in range detection.
Although the reasons for this temporal peak between 12h00 and 15h00
remain unclear, it is noteworthy that water user activity (bathers, paddlers and
surfers) at Muizenberg beach peaks between 11h00 and 16h00 during both the
spring and summer months (Engelbrecht et al. 2017). Yet despite this temporal
overlap between a large number of water users and white sharks at Muizenberg
beach there have only been five recorded shark-human interactions since 1960,
none of which were fatal (Cliff 2006; City of Cape Town 2014). This equates to one
shark-human interaction every 11.6 years, which strongly supports scientist’s
assertions that white sharks do not consider humans as a prey source.

Barometric pressure, wind patterns and water temperature
A novel finding of this study is that the probability of detecting a white shark
increased with increasing barometric pressure during both the summer and autumn
months. A similar result was obtained for white sharks in Algoa Bay, South Africa,
where aerial sightings close to shore were significantly higher as barometric
pressure was increasing. However the authors of this study were unclear as to the
role barometric pressure had on influencing the abundance of white sharks close
inshore, but that it could have been confounded by more flights occurring on good
weather days, and that the ability to detect sharks on those days was higher (Dicken
and Booth 2013).
Barometric pressure has been shown to influence shark behaviour in other
parts of the world, with blacktip sharks (Carcharhinus limbatus) in Florida, USA
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leaving a nursery area as barometric pressure dropped ahead of an approaching
tropical storm (Heupel et al. 2003). In Cleveland Bay, Australia, some species
exhibited a short-term flight response under similar conditions, whilst others were
unaffected (Udyawer et al. 2013; Heupel and Simpfendorfer 2014). It is unlikely that
white sharks inshore of False Bay are responding directly to barometric pressure, but
rather indirectly through its influence on wind patterns, water temperature and
primary productivity in the northern reaches of the bay. In addition, barometric
pressure is not known to affect acoustic transmission in water bodies (Gjelland and
Hedger 2013; Kessel et al. 2013), and therefore changes in barometric pressure
would have little influence on acoustic detection range. The 95% confidence intervals
for summer and autumn increased substantially above 1020 hPa, indicating that
although the probability of detection significantly increased with increasing
barometric pressure, so did the variability due to fewer days where barometric
pressure was above 1020 hPa (5.6% of days in summer and 28.0% of days in
autumn). This demonstrates the need for longer-term data collection to more
accurately infer these findings.
During the austral summer months, the South Atlantic High pressure cell off
the coast of South Africa intensifies and, combined with the transient coastal low
pressure cells and interior low pressure cell over the sub-continent, results in a steep
pressure gradient along the coast (Kruger et al. 2010). This pressure gradient results
in the development of extreme south-easterly winds in the south-western Cape,
known locally as the “Cape Doctor” (Goliger and Retief 2002; Kruger et al. 2010).
Consequently wind speed typically increased during the summer months and was
associated with an increased probability of detecting a white shark at Muizenberg
beach. South-easterly winds push warm surface water to the northern shores of
False Bay (Atkins 1970; Dufois and Rouault 2012) and cause an increase in surf
action along the inshore. Together these abiotic factors promote blooms of surf-zone
diatoms (Anaulus birostratus). These blooms are a valuable food source for a variety
of smaller fish species which in turn serve as prey for large migratory fish that are
targeted by the beach seine fishery, primarily in the spring and summer months
(Lamberth et al. 1995; Clark et al. 1996a). Loosen (2017) revealed that white sharks
were 66% more likely to be seen at Muizenberg beach when prey fish were present,
suggesting that prey is a major factor determining white shark presence inshore of
False Bay.
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By contrast, during autumn increased wind speed resulted in a decreased
probability of detection. The predominant winds in autumn/winter are a northerly
offshore wind which results in cold water upwelling close to shore (Atkins 1970).
Therefore when the wind is not blowing during the autumn months, the water
temperature is warmer and more favourable for diatom blooms and associated prey
which attracts white sharks. In comparison, Weltz et al. (2013) found that wind speed
was not a significant predictor of white shark sightings at Muizenberg beach, and
suggested that this was possibly due to the lag effects of wind not being incorporated
into their model. Another possible explanation is that at higher wind speeds it
becomes more difficult for shark observers to spot sharks, leading to a decreased
perceived versus actual presence.
Wind speed is known to be a major factor in decreasing detection range
(Medwin and Clay 1997). Strong winds can mix air bubbles into the water column
which can attenuate sound through scattering and absorption (Gjelland and Hedger
2013). Windy conditions can also stir up the substrate, particularly if the substrate is
sandy, such as at Muizenberg beach, resulting in suspended solids in the water
column which can also scatter sound and reduce acoustic range (Kessel et al. 2014).
Despite the negative effect of wind speed on acoustic detection range the
Muizenberg receiver still detected more white sharks as wind velocity increased in
summer, suggesting a strong positive relationship between white shark detection
probability and increased wind speed at this site. The large confidence intervals
above 10 m/s during summer can be explained by the fact that less data is available
for those periods (only 7.4% of days). However in autumn, 75.1% of days
experienced wind speeds below 7 m/s, when confidence intervals are larger.
Therefore the large confidence intervals in autumn can likely be explained by shark
presence decreasing at Muizenberg beach, therefore detections are more sporadic
during these months. Again these findings demonstrate the need for longer term
data collection to more accurately infer these findings.
The distribution of sharks in coastal environments is also considered to be
heavily influenced by water temperature (Hopkins and Cech 2003; Dewar et al.
2004; White and Potter 2004; Harley et al. 2006; Carlson et al. 2008; Vögler et al.
2008; Knip et al. 2010; Abascal et al. 2011; Weltz et al. 2013), and was a significant
predictor of white shark presence at Muizenberg beach during the summer, autumn
and winter months, with an increasing probability of detection as water temperature
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increased. These results are similar to those obtained by both Weltz et al. (2013)
and Loosen (2017) using shark observer data and confirm that white shark presence
inshore of False Bay tends to increase as sea temperatures increase. The influence
of water temperature on predator behaviour and abundance is complex, as it may
act either indirectly, by affecting prey distribution and abundance, or directly, by
affecting thermoregulation (Campana and Joyce 2004; Higham et al. 2015; Wintner
and Kerwath 2017). However, as the average size of white sharks in False Bay is
roughly 3.25 m (Hewitt et al. 2018), and larger white sharks have greater
endothermic ability (Bernvi 2016), it appears that any effect of water temperature on
white shark presence inshore of False Bay is likely due to an indirect effect on prey
distribution and abundance rather than a physiological preference for warmer water
(Weltz et al. 2013; Kock 2014).
Sound propagation in water is influenced by temperature gradients, therefore
thermoclines have the potential to influence detection probability by deflecting sound
waves away from the receiver (Huveneers et al. 2016). As the water column is
isothermal during the winter months throughout most of False Bay (Atkins 1970), it is
unlikely that water temperature would negatively affect shark detection during these
months. In comparison, the water column in False Bay is highly stratified during the
summer months (Atkins 1970), therefore during summer there is a higher possibility
of water temperature influencing shark detection. Despite the potential negative
effect of water temperature on acoustic detection range, the Muizenberg receiver still
detected more white sharks as temperature increased in summer suggesting a
strong positive relationship between white shark detection probability and increased
water temperature at this site.
The larger confidence internals at water temperatures above 16°C in autumn
and 14°C winter can also be explained by fewer data available for these days (38.3%
of days in autumn and 0.5% of days in winter). It could also be explained by shark
presence increasing towards the end of winter and decreasing towards the end of
autumn. Importantly, although the large confidence intervals make interpreting these
results more challenging, the above variables all follow a certain trend and were
found to be significant predictors of white shark presence, indicating that these
variables have some degree of influence on white shark presence at Muizenberg
beach.
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Cloud cover
Cloud cover was not a significant predictor of white shark presence in this study
which is in contrast to the findings of Weltz (2012). Cloud cover reduces the visibility
of sharks to shark observers positioned on land and thus the reduced detection of
sharks by observers may well reflect this, rather than a genuine absence of sharks
associated with increased cloud cover. In comparison, cloud cover has no effect on
acoustic detection range and was therefore not a limitation in this study.
Robbins (2007) also found that cloud cover was not a significant predictor of
white shark sightings at the Neptune Islands, Australia. However, white shark
predation success on elephant seals at the Farallon Islands, USA, was found to
increase with cloud cover, with the authors proposing that the decreased light
availability in the water column provides better camouflage, increasing white shark
hunting success (Pyle et al. 1996).

Lunar phase and tidal state
Lunar phase and tidal state were found to have no significant impact on white shark
presence at Muizenberg beach. This finding is unexpected because the biology of
various marine animals across different taxa has been shown to be affected either
directly by the lunar cycle or indirectly by associated tidal states (Horning and
Trillmich 1999; Naylor 2001; Benoit-Bird et al. 2009) and Weltz et al. (2013) revealed
that lunar phase was a significant predictor of white shark sightings at Muizenberg
beach. Weltz et al. (2013) suggested that this trend could be explained by the
improved opportunities for feeding provided by the new moon. However a caveat of
their study was that data on shark presence was not recorded at night time as they
relied solely on diurnal shark observers for shark presence data. Similar to the
findings of Weltz et al. (2013), white shark presence increased at a seal colony in
California and white shark catches increased in shark nets along the Australian east
coast in response to new moon (Pyle et al. 1996; Werry et al. 2012). The authors
suggested that the low light levels provided sharks with better conditions for hunting
seals as they were concealed from their prey and that the increase in sharks caught
in shark nets was attributed to the difficulties of detecting the nets in low light
conditions associated with the new moon (Pyle et al. 1996; Werry et al. 2012).
However, similar to the findings in this study, lunar phase was not a significant
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predictor of white shark catches in the KwaZulu-Natal shark nets, with the authors
concluding that that the visibility of fishing gear in relation to lunar illumination is
unlikely to affect capture.
Lunar cycle is closely related to tidal cycle, which is also known to affect the
behaviour and distribution of many marine species, particularly those that inhabit
coastal areas (Butner and Brattstrom 1960; McDowall 1969; Naylor 2001;
Wetherbee et al. 2007). However, tidal state did not have a significant influence on
white shark detection at Muizenberg beach, which supports the findings of Weltz
(2012). The effect of tidal state largely depends on the bathymetry of each beach,
with a sharply declining bathymetry giving way to more land area being exposed at
low tide. The bathymetry of Muizenberg beach is gently sloping, and the mean tidal
range in False Bay is a modest 1.48 m (Spargo 1991). Therefore although it is
possible that prey species in False Bay may take advantage of higher tides to exploit
food resources, the available habitat that changes between the pushing and pulling
tides is likely not sufficient to affect white shark movement in this area (Weltz 2012).
This may also explain why lunar phase and associated tidal state had no influence
on white shark detections at Muizenberg beach.

Management considerations
By understanding when white sharks are likely to be present at certain popular
beaches, it is possible to predict when the risk of overlap between water users and
white sharks is highest, and to convey this information to the public so that they can
make informed decisions about using these areas (Engelbrecht et al. 2017). The
findings from Weltz et al. (2013) were used by the City of Cape Town and the Shark
Spotters organisation to inform water users as to peak times of risk of encountering
white sharks. The findings from this study support the findings of Weltz et al. (2013)
that there is an increased probability of encountering a white shark when sea
temperatures are higher, and that there is significant inter-annual variability in white
shark presence at Muizenberg beach. However, Weltz et al. (2013) found that lunar
phase was a significant predictor of white shark sightings and that there was no diel
effect at Muizenberg beach, in contrast to the findings of this study. The longer-term
dataset of Weltz et al. (2013) provides for a more robust analysis, thus I would not
recommend changing the information disseminated by Shark Spotters and the City
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of Cape Town at this time. I propose that the advice remains the same, but that more
research on the topic is performed using a longer-term dataset.
Despite the previous awareness initiatives of Shark Spotters and the City of
Cape Town, it does not appear that water users have changed their behaviour to
limit their time in the water during peak times of risk (Engelbrecht et al. 2017).
Although this information may not change water user behaviour, it appears that it
helps foster an acceptance of white sharks and our ability to share the ocean, rather
than using lethal control of predators for our recreational benefit. In future, it would
be interesting to conduct a public perceptions survey to better understand how the
public views their risk of encountering white sharks, and to quantify how well the
information available to them has been processed.

Limitations
Ideally the effect of environmental variables on range detection should be tested at
Muizenberg and Fish Hoek beach over a longer time frame and under varying
conditions to assess how environmental variables influence each specific receiver.
This will allow for a greater level of confidence in these results. In addition it would
be better to record environmental variables at or near the receivers, particularly
those that appear to be significant such as water temperature, wind speed and
barometric pressure. This study was also limited in that it only spanned a period of
three years, in comparison to five years for Weltz et al. (2013) and nine years for
Loosen (2017). A longer dataset would allow for more reliable interpretations of the
results. A major limitation was the lack of white shark detections on the Fish Hoek
receiver which prohibited a comparison between Muizenberg and Fish Hoek beach,
thereby preventing me from comparing the results of Fish Hoek beach to the
previous findings of Weltz et al. (2013) and Loosen (2017). Lastly, Loosen (2017)
has demonstrated the importance of prey species in influencing white shark
presence inshore of False Bay, therefore a study that aims to assess how prey
species are using the inshore environment of False Bay both seasonally and daily is
important if we are to model what appears to be the most significant driver of white
shark presence along the inshore and close to popular recreational beaches.

46

Conclusion
To date, the Shark Spotters programme has been effective at reducing the spatial
overlap between people and sharks by alerting water users when a shark is in the
vicinity, forcing them to exit the water (Engelbrecht et al. 2017). Although the City of
Cape Town has adopted the use of a non-lethal policy at this stage (Nel and
Peschak 2006), more frequent shark-human interactions (as has been seen in
countries like Australia and Reunion) could see politicians recommending the
addition of lethal control methods which, despite not being supported by science, are
driven by popular opinion (Neff 2012; Kock 2014). It is therefore important to conduct
research which can aid in mitigating shark-human conflict, and add to the already
existing information about when white sharks make use of inshore environments,
particularly in the vicinity of popular recreational beaches. The detection of white
sharks using passive acoustic telemetry is less influenced by environmental
variables compared to observational data from shark observers, and therefore
provides a reliable data collection tool to infer white shark presence at Muizenberg
beach. This study supports previous findings of the marked seasonal variations of
white shark presence in False Bay (Kock et al. 2013; Weltz et al. 2013; Loosen
2017). It also provides the first evidence that barometric pressure is a significant
predictor of white shark presence at Muizenberg beach, at least during the summer
and autumn months. In addition, the other predictors of white shark presence at
Muizenberg beach in this study, other than lunar phase, are consistent with the
findings of Weltz et al. (2013). This finding suggests that the Shark Spotters
programme is not only an effective shark safety strategy (Engelbrecht et al. 2017),
but that it is also a reliable data collection tool which can be used to infer patterns of
white shark behaviour, at least in False Bay.
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Appendix
A concrete mooring was positioned on the sea floor and was connected to a metal
pole to which the acoustic receivers were attached. To construct the mooring, truck
tyres were cut in half, creating two equal sized circles. Each half tyre was then filled
with concrete and a galvanised steel pole was positioned vertically in its centre
before the concrete hardened. Stainless steel nuts and bolts were then used to
attach each receiver to its own galvanised pole. Receivers stood approximately 1.75
m off the sea bed. In order to prevent biofouling which again could lead to poor
signal detection (Heupel et al. 2008), all moorings and receivers were painted with
anti-fouling paint. Receivers were retrieved every 6-12 months and downloaded to
secure data. However to ensure continuous monitoring, replacement receivers were
prepared beforehand and deployed immediately after retrieval.
Acoustic receiver performance can be affected by environmental conditions,
resulting in variability in detection rates, particularly in marine environments (Heupel
et al. 2008). A necessary prerequisite to any acoustic telemetry study is to monitor
and assess the variability in detection range for a given receiver in the study area in
order to make reliable inferences about the study animals behaviour (Kessel et al.
2014). Therefore, an in situ range test was performed on each receiver in this study
by Kock (2014) to determine its detection range. This was done by placing a V16
transmitter (the same transmitter used in the study) at a depth of 2 m over the side of
the research vessel. Using the on-board GPS system, the vessel was then moved
away from the receiver in 50 m increments to a maximum distance of 1 200 m away
from the receiver. At each 50 m increment, the engines were turned off and for five
minutes the vessel was allowed to drift, with the tag overboard. The distances from
the transmitter were matched to the timing of the detections to generate a detection
profile for each receiver. Range testing was done only once for each receiver, and
was performed on relatively calm days when swell was < 3 m and wind < 20 km/h
(Kock 2014).

48

References
Abascal, F. J., Quintans, M., Ramos-Cartelle, A. and Mejuto, J. (2011) ‘Movements
and environmental preferences of the shortfin mako, Isurus oxyrinchus, in the
southeastern Pacific Ocean’, Marine Biology, 158(5), pp. 1175–1184. doi:
10.1007/s00227-011-1639-1.
Ackerman, J. T., Kondratieff, M. C., Matern, S. A. and Cech, J. J. (2000) ‘Tidal
influence on spatial dynamics of leopard sharks, Triakis semifasciata, in Tomales
Bay, California’, Environmental Biology of Fishes, 58, pp. 33–43.
Afonso, A. S., Andrade, H. A. and Hazin, F. H. V (2014) ‘Structure and dynamics of
the shark assemblage off Recife, Northeastern Brazil’, PLoS ONE, 9(7), pp. 1–17.
doi: 10.1371/journal.pone.0102369.
Agardy, T. (2000) ‘Information needs for marine protected areas: scientific and
societal’, Bulletin of Marine Science, 66(3), pp. 875–888.
Anderson, S., Klimley, A., Pyle, P. and Henderson, R. (1996) ‘Tidal height and white
shark predation at the Farallon Islands, California’, in Klimley, A. and Ainley, D. (eds)
Great white sharks: the biology of Carcharodon carcharias. Academic Press, San
Diego, pp. 275–279.
Andreotti, S., Rutzen, M., Van Der Walt, S., Von Der Heyden, S., Henriques, R.,
Meer, M., Oosthuizen, H. and Matthee, C. A. (2016) ‘An integrated mark-recapture
and genetic approach to estimate the population size of white sharks in South
Africa’, Marine Ecology Progress Series, 552, pp. 241–253. doi:
10.3354/meps11744.
Atkins, G. (1970) ‘Wind and current patterns in False Bay’, Transactions of the Royal
Society of South Africa, 39(2), pp. 139–148.
Atkins, G. R. (1970) ‘Winds and current patterns in false bay’, Transactions of the
Royal Society of South Africa. doi: 10.1080/00359197009519109.
Benoit-Bird, K. J., Dahood, A. D. and Würsig, B. (2009) ‘Using active acoustics to
compare lunar effects on predator-prey behavior in two marine mammal species’,
Marine Ecology Progress Series, 395, pp. 119–135. doi: 10.3354/meps07793.
Bernvi, D. (2016) Ontogenetic Influences on Endothermy in the Great White Shark
(Carcharodon carcharias). Stockholm University. doi: 10.13140/RG.2.1.2888.5367.
Block, B. A. and Carey, F. G. (1985) ‘Warm brain and eye temperatures in sharks’,
Journal of Comparative Physiology B, 156(2), pp. 229–236. doi:
10.1007/BF00695777.
Block, B. A., Jonsen, I. D., Jorgensen, S. J., Winship, A. J., Shaffer, S. A., Bograd, S.
J., Hazen, E. L., Foley, D. G., Breed, G. A., Harrison, A.-L., Ganong, J. E.,
Swithenbank, A., Castleton, M., Dewar, H., Mate, B. R., Shillinger, G. L., Schaefer,
K. M., Benson, S. R., Weise, M. J., Henry, R. W. and Costa, D. P. (2011) ‘Tracking
apex marine predator movements in a dynamic ocean’, Nature. Nature Publishing
Group, 475(7354), pp. 86–90. doi: 10.1038/nature10082.
Bond, M. E., Babcock, E. A., Pikitch, E. K., Abercrombie, D. L., Lamb, N. F. and
49

Chapman, D. D. (2012) ‘Reef sharks exhibit site-fidelity and higher relative
abundance in marine reserves on the Mesoamerican Barrier reef’, PLoS ONE, 7(3),
pp. 1–14. doi: 10.1371/journal.pone.0032983.
Bone, Q. and Chubb, A. (1983) ‘The retial system of the locomotor muscles in the
thresher shark’, Journal of the Marine Biological Association of the United Kingdom,
63, pp. 239–241.
Bonfil, R., Meÿer, M., Scholl, M. C., Johnson, R., Brien, O., Oosthuizen, H.,
Swanson, S., Kotze, D., Paterson, M., Bonfil, R., Meyer, M., Scholl, M. C., Johnson,
R., Brien, S. O., Oosthuizen, H., Swanson, S., Kotze, D. and Patersont, M. (2005)
‘Transoceanic Migration , Spatial Dynamics , and Population Linkages of White
Sharks’, Science, 310(5745), pp. 100–103.
Boustany, A., Davis, S., Pyle, P., Anderson, S., Le Boeuf, B. and Block, B. (2002)
‘Expaned niche for white sharks’, Nature, 415, pp. 35–36. doi: 10.1038/415035a.
Bowmaker, J. K. (1995) ‘The visual pigments of fish’, Progress in Retinal and Eye
Research, 15(1), pp. 1–31. doi: 10.1016/1350-9462(95)00001-1.
Bruce, B. D., Stevens, J. D. and Malcolm, H. (2006) ‘Movements and swimming
behaviour of white sharks (Carcharodon carcharias) in Australian waters’, Marine
Biology, 150(2), pp. 161–172. doi: 10.1007/s00227-006-0325-1.
Butner, A. and Brattstrom, B. (1960) ‘Local Movement in Menidia and Fundulus’,
American Society of Ichthyologists and Herpetologists, 1960(2), pp. 139–141.
Campana, S. E. and Joyce, W. N. (2004) ‘Temperature and depth associations of
porbeagle shark (Lamna nasus) in the northwest Atlantic’, Fisheries Oceanography,
13(1), pp. 52–64. doi: 10.1111/j.1365-2419.2004.00236.x.
Carey, F. G., Kanwisher, J. W., Brazier, O., Gabrielson, G., John, G., Pratt, H. L. and
Casey, J. G. (1982) ‘Temperature and activities of a white shark , Carcharodon
carcharias’, Copeia, 1982(2), pp. 254–260.
Carey, F. G., Teal, J. M. and Kanwisher, J. W. (1971) ‘Warm-Bodied Fish’, American
Zoologist, 11, pp. 137–145.
Carlson, J. K., Heupel, M. R., Bethea, D. M. and Hollensead, L. D. (2008) ‘Coastal
habitat use and residency of juvenile Atlantic sharpnose sharks (Rhizoprionodon
terraenovae)’, Estuaries and Coasts, 31(5), pp. 931–940. doi: 10.1007/s12237-0089075-2.
Cartamil, D. P., Sepulveda, C. A., Wegner, N. C., Aalbers, S. A., Baquero, A. and
Graham, J. B. (2011) ‘Archival tagging of subadult and adult common thresher
sharks (Alopias vulpinus) off the coast of southern California’, Marine Biology,
158(4), pp. 935–944. doi: 10.1007/s00227-010-1620-4.
City of Cape Town (2014) City of Cape Town Muizenberg shark attack incident
report.
Clark, B., Bennett, B. and Lamberth, S. (1996a) ‘Factors affecting spatial variability in
seine net catches of fish in the surf zone of False Bay, South Africa’, Marine Ecology
Progress Series, 131(1), pp. 17–34.
Clark, B., Bennett, B. and Lamberth, S. (1996b) ‘Temporal variations in surf zone fish
50

assemblages from False Bay, South Africa’, Marine Ecology Progress Series,
131(1), pp. 35–47.
Cliff, G. (2006) ‘A review of shark attacks in False Bay and the Cape Peninsula
between 1960 and 2005’, in Nel, D. and Peschak, T. (eds) Finding a balance: White
shark conservation and recreational safety in the inshore waters of Cape Town,
South Africa.
Cliff, G. and Dudley, S. F. J. (2011) ‘Reducing the environmental impact of sharkcontrol programs: A case study from KwaZulu-Natal, South Africa’, Marine and
Freshwater Research, 62, pp. 700–709. doi: 10.1071/MF10182.
Cliff, G., Dudley, S. F. J. and Davis, B. (1989) ‘Sharks caught in the protective gill
nets off Natal, South Africa. 2. The great white shark Carcharodon carcharias
(Linnaeus)’, South African Journal of Marine Science, 8, pp. 131–144. doi:
10.2989/02577618909504556.
Cliff, G., Dudley, S. F. J. and Jury, M. R. (1996) ‘Catches of white sharks in
KwaZulu-Natal, South Africa and environmental influences’, in Klimley, A. and
Ainley, D. (eds) Great white sharks. The biology of Carcharodon carcharias. San
Diego: Academic Press, pp. 351–362.
Conover, M. (2001) Resolving human-wildlife conflicts: the science of wildlife
damage management. CRC press.
Cowley, P. D., Whitfield, A. K. and Bell, K. N. I. (2001) ‘The Surf Zone
Ichthyoplankton Adjacent to an Intermittently Open Estuary, with Evidence of
Recruitment during Marine Overwash Events’, Estuarine, Coastal and Shelf Science,
52(3), pp. 339–348. doi: 10.1006/ecss.2000.0710.
Curtis, T. H., Bruce, B. D., Cliff, G., Dudley, S. F. J., Klimley, A. P., Kock, A., Lea, R.
N., Lowe, C. G., McCosker, J. E., Skomal, G. B., Werry, J. M., West, J. G., Cliff, C.,
Dudley, S. F. J., Klimley, A. P., Kock, A., Lea, R. N. and Lowe, C. G. (2012)
Responding to the risk of white shark attack. Updated statistics, prevention, control
methods, and recommendations, Global perspectives on the biology and life history
of the great white shark. Available at:
http://biotelemetry.ucdavis.edu/publications/12_Curtis et al_Global
Perspectives_Risk of Shark
Attack_2011.pdf%5Cnhttp://www98.griffith.edu.au/dspace/handle/10072/50144.
Damalas, D. and Megalofonou, P. (2010) ‘Environmental effects on blue shark (
Prionace glauca) and oilfish ( Ruvettus pretiosus) distribution based on fisherydependent data from the eastern Mediterranean Sea’, Journal of the Marine
Biological Association of the United Kingdom. UCT University of Cape Town
Libraries, 90(3), pp. 467–480. doi: 10.1017/S0025315409991214.
Dewar, H., Domeier, M. and Nasby-Lucas, N. (2004) ‘Insights into young of the year
white shark, Carcharodon carcharias, behavior in the Southern California Bight’,
Environmental Biology of Fishes, 70, pp. 133–143.
Dicken, M. L. and Booth, A. J. (2013) ‘Surveys of white sharks ( Carcharodon
carcharias ) off bathing beaches in Algoa Bay , South Africa’, Marine and Freshwater
Research, 64, pp. 530–539.
Dickman, A. J. (2010) ‘Complexities of conflict: The importance of considering social
51

factors for effectively resolving human-wildlife conflict’, Animal Conservation, 13(5),
pp. 458–466. doi: 10.1111/j.1469-1795.2010.00368.x.
Domeier, M. L. and Nasby-Lucas, N. (2008) ‘Migration patterns of white sharks
Carcharodon carcharias tagged at Guadalupe Island, Mexico, and identification of an
eastern Pacific shared offshore foraging area’, Marine Ecology Progress Series, 370,
pp. 221–237. doi: 10.3354/meps07628.
Dormann, C. F., Elith, J., Bacher, S., Buchmann, C., Carl, G., Carré, G., Marquéz, J.
R. G., Gruber, B., Lafourcade, B., Leitão, P. J., Münkemüller, T., Mcclean, C.,
Osborne, P. E., Reineking, B., Schröder, B., Skidmore, A. K., Zurell, D. and
Lautenbach, S. (2013) ‘Collinearity: a review of methods to deal with it and a
simulation study evaluating their performance’, Ecography, 36(1), pp. 27–46. doi:
10.1111/j.1600-0587.2012.07348.x.
Dudley, S. (2012) ‘A review of research on the white shark, Carcharodon carcharias,
in southern Africa’, in Domeier, M. (ed.) Global perspectives on the biology and life
history of the white shark. Boca Raton: CRC Press, pp. 511–533.
Dudley, S. F. J. (1997) ‘A comparison of the shark control programs of New South
Wales and Queensland (Australia) and KwaZulu-Natal (South Africa)’, Ocean &
Coastal Management, 34(1), pp. 1–27. doi: Doi 10.1016/S0964-5691(96)00061-0.
Dufois, F. and Rouault, M. (2012) ‘Sea surface temperature in False Bay (South
Africa): Towards a better understanding of its seasonal and inter-annual variability’,
Continental Shelf Research, 43, pp. 24–35. doi: 10.1016/j.csr.2012.04.009.
Durant, J. M., Stenseth, N. C., Anker-Nilssen, T., Harris, M. P., Thompson, P. M. and
Wanless, S. (2004) ‘Marine Birds and Climate Fluctuation in the North Atlantic’,
Marine Ecosystems and Climate Variation: The North Atlantic, pp. 95–105. doi:
10.1093/acprof:oso/9780198507499.003.0007.
Engelbrecht, T., Kock, A., Waries, S. and O’Riain, M. J. (2017) ‘Shark Spotters :
Successfully reducing spatial overlap between white sharks ( Carcharodon
carcharias ) and recreational water users in False Bay , South Africa’, PLoS ONE,
12(9), pp. 1–15. doi: 10.1371/journal.pone.0185335.
Estrada, J., Rice, A., Natanson, L. and Skomal, G. (2006) ‘Use of Isotopic Analysis
of Vertebrae in Reconstructing Ontogenetic Feeding Ecology in White Sharks Author
( s )’:, Ecology, 87(4), pp. 829–834.
Fergusson, I., Compagno, L. and Marks, M. (2009) ‘Carcharodon carcharias (Great
White Shark)’, The IUCN Red List of Threatened Species.
Ferreira, C. and Ferreira, T. (1996) ‘Population dynamics of white sharks in South
Africa’, in Great white sharks: The biology of Carcharodon carcharias. San Diego,
CA: Academic Press.
Frederiksen, M., Harris, M. P., Daunt, F., Rothery, P. and Wanless, S. (2004) ‘Scaledependent climate signals drive breeding phenology of three seabird species’,
Global Change Biology, 10, pp. 1214–1221. doi: 10.1111/j.1529-8817.2003.00794.x.
Fritsches, K., Brill, R. and Warrant, E. (2005) ‘Warm Eyes Provide Superior Vision in
Swordfishes’, Current Biology, 15, pp. 55–58. doi: 10.1016/j.
Fry, F. (1971) ‘The effects of environmental factors on the physiology of fish’, in
52

Hoar, W. S. and Randall, D. J. (eds) Fish Physiology. New York: Academic Press,
pp. 1–98.
Garaffo, G. V., Jaubet, M. L., Sánchez, M. A., Llanos, E. N., Vallarino, E. A. and
Elías, R. (2016) ‘Modelling the influence of environmental and weather factors on the
density of the invasive polychaete Boccardia proboscidea’, Marine Ecology, 37, pp.
1256–1265. doi: 10.1111/maec.12307.
Gjelland, K. O. and Hedger, R. D. (2013) ‘Environmental influence on transmitter
detection probability in biotelemetry: Developing a general model of acoustic
transmission’, Methods in Ecology and Evolution, 4, pp. 665–674. doi: 10.1111/2041210X.12057.
Goldman, K. J. (1997) ‘Regulation of body temperature in the white shark,
Carcharodon carcharias’, Journal of Comparative Physiology - B Biochemical,
Systemic, and Environmental Physiology, 167, pp. 423–429. doi:
10.1007/s003600050092.
Goliger, A. M. and Retief, J. V. (2002) ‘Identification of zones of strong wind events
in South Africa’, Journal of Wind Engineering and Industrial Aerodynamics, 90(11),
pp. 1227–1235. doi: 10.1016/S0167-6105(02)00254-4.
Gonzalez-Ania, L., Brown, C. and Cortes, E. (2001) ‘Standardized catch rates for
yellowfin tuna ( Thunnus albacares ) in the 1992-1999 Gulf of Mexico longline fishery
based upon observer programs from Mexico and the United States’, Collective
Volume of Scientific Papers, 52(1), pp. 222–237.
Green, M., Ganassin, C. and Reid, D. D. (2009) Report into the NSW Shark Meshing
(Bather Protection) Program.
Guisan, A., Edwards, T. C. and Hastie, T. (2002) ‘Generalized linear and generalized
additi v e models in studies of species distributions : setting the scene’, Ecological
Modelling, 157, pp. 89–100. doi: 10.1016/S0304-3800(02)00204-1.
Guy, C., Neumann, R. and Willis, D. (1992) ‘Movement patterns of adult black
crappie, Pomoxis nigromaculatus, in Brant Lake, South Dakota’, Journal of
Freshwater Biology, 7(2), pp. 134–147.
Hammerschlag, N., Martin, R. and Fallows, C. (2006) ‘Effects of environmental
conditions on predator-prey interactions between white sharks (Carcharodon
carcharias) and Cape fur seals (Arctocephalus pusillus pusillus) at Seal Island,
South Africa’, Environmental Biology of Fishes, 76, pp. 341–350. doi:
10.1007/s10641-006-9038-z.
Harley, C. D. G., Randall Hughes, A., Hultgren, K. M., Miner, B. G., Sorte, C. J. B.,
Thornber, C. S., Rodriguez, L. F., Tomanek, L. and Williams, S. L. (2006) ‘The
impacts of climate change in coastal marine systems’, Ecology Letters, 9(2), pp.
228–241. doi: 10.1111/j.1461-0248.2005.00871.x.
Hays, G. C., Hobson, V. J., Metcalfe, J. D., Righton, D. and Sims, D. (2006) ‘Flexible
Foraging Movements of Leatherback Turtles across the North Atlantic Ocean’,
Ecology, 87(10), pp. 2647–2656.
Hazin, F. H. V., Boeckman, C. E., Leal, E. C., Lessa, R. P. T., Kihara, K. and Otsuka,
K. (1994) ‘Distribution and relative abundance of the blue shark, Prionace glauca, in
53

the southwestern equatorial Atlantic Ocean’, Fishery Bulletin, 92, pp. 474–480.
Available at: http://fishbull.noaa.gov/922/hazin.pdf.
Heupel, M. R., Reiss, K. L., Yeiser, B. G. and Simpfendorfer, C. A. (2008) ‘Effects of
biofouling on performance of moored data logging acoustic receivers’, Limnology
and Oceanography-Methods, 6, pp. 327–335. doi: 10.4319/lom.2008.6.327.
Heupel, M. R., Semmens, J. M. and Hobday, A. J. (2006) ‘Automated acoustic
tracking of aquatic animals: Scales, design and deployment of listening station
arrays’, Marine and Freshwater Research, 57, pp. 1–13. doi: 10.1071/MF05091.
Heupel, M. R. and Simpfendorfer, C. A. (2014) ‘Importance of environmental and
biological drivers in the presence and space use of a reef-associated shark’, Marine
Ecology Progress Series, 496, pp. 47–57. doi: 10.3354/meps10529.
Heupel, M. R., Simpfendorfer, C. A. and Hueter, R. E. (2003) ‘Running before the
storm: Blacktip sharks respond to falling barometric pressure associated with
Tropical Storm Gabrielle’, Journal of Fish Biology, 63, pp. 1357–1363. doi:
10.1046/j.1095-8649.2003.00250.x.
Hewitt, A. M. (2014) ‘Demographics of a seasonal aggregation of white sharks at
Seal Island, False Bay, South Africa’, (May).
Hewitt, A. M., Kock, A. A., Booth, A. J. and Griffiths, C. L. (2018) ‘Trends in sightings
and population structure of white sharks, Carcharodon carcharias, at Seal Island,
False Bay, South Africa, and the emigration of subadult female sharks approaching
maturity’, Environmental Biology of Fishes. Environmental Biology of Fishes, 101,
pp. 39–54. doi: 10.1007/s10641-017-0679-x.
Higham, T. E., Stewart, W. J. and Wainwright, P. C. (2015) ‘Turbulence,
Temperature, and Turbidity: The Ecomechanics of Predator-Prey Interactions in
Fishes’, Integrative and Comparative Biology, 55(1), pp. 6–20. doi:
10.1093/icb/icv052.
Holland, K. N., Wetherbee, B. M., Lowe, C. G. and Meyer, C. G. (1999) ‘Movements
of tiger sharks (Galeocerdo cuvier) in coastal Hawaiian waters’, Marine Biology,
134(4), pp. 665–673. doi: 10.1007/s002270050582.
Holland, K. N., Wetherbee, B. M., Peterson, J. D. and Lowe, C. G. (1993)
‘Movements and Distribution of Hammerhead Shark Pups on Their Natal Grounds’,
Copeia, 1993(2), pp. 495–502. doi: 10.2307/1447150.
Hopkins, T. E. and Cech, J. J. (2003) ‘The influence of environmental variables on
the distribution and abundance of three elasmobranchs in Tomales Bay, California’,
Environmental Biology of Fishes, 66, pp. 279–291. doi: 10.1023/A:1023907121605.
Horning, M. and Trillmich, F. (1999) ‘Lunar cycles in diel prey migrations exert a
stronger effect on the diving of juveniles than adult Galápagos fur seals.’,
Proceedings of the Royal Society of London B: Biological Sciences, 266(1424), pp.
1127–1132. doi: 10.1098/rspb.1999.0753.
Hussey, N., McCann, H., Cliff, G., Dudley, S., Wintner, S. and Fisk, A. (2012) ‘Sizebased analysis of diet and trophic position of the white shark, Carcharodon
carcharias, in South African waters’, in Global Perspectives on the Biology and Life
History of the White Shark, pp. 27–50. doi: doi:10.1201/b11532-5.
54

Huveneers, C., Simpfendorfer, C.A., Kim, S., Semmens, J.M., Hobday, A.J.,
Pederson, H., Stieglitz, T., Vallee, R., Webber, D., Heupel, M.R. and Peddemors, V.,
(2016) ‘The influence of environmental parameters on the performance and
detection range of acoustic receivers. ’ Methods in Ecology and Evolution, 7(7),
pp.825-835.
Irion, D. T., Noble, L. R., Kock, A. A., Gennari, E., Dicken, M. L., Hewitt, A. M.,
Towner, A. V., Booth, A. J., Smale, M. J. and Cliff, G. (2017) ‘Pessimistic
assessment of white shark population status in South Africa: Comment on Andreotti
et al. (2016)’, Marine Ecology Progress Series, 577, pp. 251–255. doi:
10.3354/meps12283.
Jackson, D. A., Peres-Neto, P. R. and Olden, J. D. (2001) ‘What controls who is
where in freshwater fish communities - the roles of biotic, abiotic, and spatial factors’,
Canadian Journal of Fisheries and Aquatic Sciences, 58, pp. 157–170. doi:
10.1139/f00-239.
Jeffrey, J. and Edds, D. (1999) ‘Spring movements and spawning habitat of sauger
(Stizostedion canadense) in a small Midwestern USA reservoir’, Journal of
Freshwater Ecology, 14, pp. 385–397.
Jetz, W., Freckleton, R. P. and McKechnie, A. E. (2008) ‘Environment, migratory
tendency, phylogeny and basal metabolic rate in birds’, PLoS ONE, 3(9), p. e3261.
doi: 10.1371/journal.pone.0003261.
Jewell, O., Johnson, R., Gennari, E. and Bester, M. (2012) ‘Fine scale movements
and activity areas of white sharks (Carcharodon carcharias) in Mossel Bay, South
Africa’, Environmental Biology of Fishes, 96(7), pp. 881–894.
Johnson, R., Bester, M., Dudley, S., Oosthuizen, W., Meyer, M., Hancke, L. and
Gennari, E. (2009) ‘Coastal swimming patterns of white sharks (Carcharodon
carcharias) at Mossel Bay, South Africa’, Environmental Biology of Fishes, 85, pp.
189–200.
Johnson, R. and Kock, A. (2006) ‘South Africa’s White Shark cage-diving industry is their cause for concern ?’, Finding a balance: White shark conservation and
recreational safety in the inshore waters of Cape Town, South Africa; proceedings of
a specialist workshop, pp. 40–59. Available at: http://oceans-research.com/wpcontent/uploads/2014/03/johnson-2006.pdf.
Jorgensen, S. J., Reeb, C. A., Chapple, T. K., Anderson, S., Perle, C., Van
Sommeran, S. R., Fritz-Cope, C., Brown, A. C., Klimley, A. P. and Block, B. A.
(2010) ‘Philopatry and migration of Pacific white sharks’, Proceedings of the Royal
Society B: Biological Sciences, 277(1682), pp. 679–688. doi:
10.1098/rspb.2009.1155.
Kamykowski, D. (1981) ‘Laboratory experiments on the diurnal vertical migration of
marine dinoflagellates through temperature gradients’, Marine Biology, 62, pp. 57–
64. doi: 10.1007/BF00396951.
Kasumyan, A. O. and Doving, K. B. (2003) ‘Taste preferences in fish’, Fish and
Fisheries, 4, pp. 289–347. Available at: k:/Fu/FOFU/Litteratur/Fulltekst/Fish and
Fisheries - 2003 - Taste preferences in fish.pdf.
Kessel, S. T., Cooke, S. J., Heupel, M. R., Hussey, N. E., Simpfendorfer, C. A.,
55

Vagle, S. and Fisk, A. T. (2014) ‘A review of detection range testing in aquatic
passive acoustic telemetry studies’, Reviews in Fish Biology and Fisheries, 24(1),
pp. 199–218. doi: 10.1007/s11160-013-9328-4.
Kestemont, P. and Baras, E. (2001) ‘Environmental factors and feed intake:
mechanisms and interactions’, in Houlihan, D., Boujard, T., and Jobling, M. (eds)
Food Intake in Fish. London: Blackwell Science Ltd., pp. 131–156. doi:
10.1016/S0044-8486(02)00066-2.
Klimley, A. (1985) ‘The areal distribution and autoecology of the white shark,
Carcharodon carcharias, off the west coast of North America’, Memoirs of the
Southern California Academy of Sciences, 9, pp. 15–40.
Klimley, A. P., Le Boeuf, B. J., Cantara, K. M., Richert, J. E., Davis, S. F., Van
Sommeran, S. and Kelly, J. T. (2001) ‘The hunting strategy of white sharks
(Carcharodon carcharias) near a seal colony’, Marine Biology, 138, pp. 617–636.
doi: 10.1007/s002270000489.
Knip, D. M., Heupel, M. R. and Simpfendorfer, C. A. (2010) ‘Sharks in nearshore
environments: Models, importance, and consequences’, Marine Ecology Progress
Series, 402, pp. 1–11. doi: 10.3354/meps08498.
Kock, A.A., Photopoulou, T., Durbach, I., Mauff, K., Meÿer, M., Kotze, D., Griffiths,
C.L. and O’Riain, M.J. (2018) ‘Summer at the beach: spatio-temporal patterns of
white shark occurrence along the inshore areas of False Bay, South
Africa’, Movement ecology, 6(1), pp. 7. doi: 10.1186/s40462-018-0125-5.
Kock, A. (2014) Behavioural ecology of white sharks (Carcharodon carcharias) in
False bay, South Africa: Towards improved management and conservation of a
threatened apex predator.
Kock, A., O’Riain, M. J., Mauff, K., Meÿer, M., Kotze, D. and Griffiths, C. (2013)
‘Residency, Habitat Use and Sexual Segregation of White Sharks, Carcharodon
carcharias in False Bay, South Africa’, PLoS ONE, 8(1), p. e55048. doi:
10.1371/journal.pone.0055048.
Kock, A., Titley, S., Petersen, W., Sikweyiya, M., Tsotsobe, S., Colenbrander, D.,
Gold, H. and Oelofse, G. (2012) ‘Shark spotters: a pioneering shark safety program
in Cape Town, South Africa’, in Domeier, M. (ed.) Global Perspectives on the Biology
and Life History of the White Shark, pp. 447–466.
Krogh, M. and Reid, D. (1996) ‘Bycatch in the protective shark meshing programme
off south-eastern New South Wales, Australia’, Biological Conservation, 77(2), pp.
219–226. doi: 10.1016/0006-3207(95)00141-7.
Kruger, A. G., Goliger, A. M., Retief, J. V. and Sekele, S. (2010) ‘Strong wind climatic
zones in South Africa’, Wind and Structures, 13(1), pp. 37–55. doi:
10.12989/was.2010.13.1.037.
Kuparinen, A., Klefoth, T. and Arlinghaus, R. (2010) ‘Abiotic and fishing-related
correlates of angling catch rates in pike (Esox lucius)’, Fisheries Research, 105, pp.
111–117. doi: 10.1016/j.fishres.2010.03.011.
Lacroix, G. and Voegeli, F. (2000) ‘Development of automated monitoring systems
for ultrasonic transmitters’, in Moore, A. and Russell, I. (eds) Advances in fish
56

telemetry. Suffolk, U.K.: CEFAS, pp. 37–50.
Lamberth, S. (2006) ‘White shark and other chondrichthyan interactions with the
beach-seine (treknet) fishery in False Bay, South Africa’, African Journal of Marine
Science, 28(3–4), pp. 723–727. doi: 10.2989/18142320609504222.
Lamberth, S. J., Clark, B. M. and Bennett, B. A. (1995) ‘Seasonality of beach-seine
catches in False Bay, South Africa, and implications for management’, South African
Journal of Marine Science, 15, pp. 157–167. doi: 10.2989/025776195784156386.
Laroche, R. K., Kock, A. A., Dill, L. M. and Oosthuizen, W. H. (2008) ‘Running the
gauntlet: a predator-prey game between sharks and two age classes of seals’,
Animal Behaviour, 76(6), pp. 1901–1917. doi: 10.1016/j.anbehav.2008.06.025.
Laroche, R. K., Kock, A. A., Laroche, R. K., Kock, A. A., Dill, L. M. and Oosthuizen,
W. H. (2007) ‘Effects of provisioning ecotourism activity on the behaviour of white
sharks Carcharodon carcharias Effects of provisioning ecotourism activity on the
behaviour of white sharks Carcharodon carcharias’, 338(May), pp. 199–209. doi:
10.3354/meps338199.
Last, K. S., Hobbs, L., Berge, J., Brierley, A. S. and Cottier, F. (2016) ‘Moonlight
Drives Ocean-Scale Mass Vertical Migration of Zooplankton during the Arctic
Winter’, Current Biology. The Authors, 26(2), pp. 244–251. doi:
10.1016/j.cub.2015.11.038.
Lemahieu, A., Blaison, A., Crochelet, E., Bertrand, G., Pennober, G. and Soria, M.
(2017) ‘Human-shark interactions: The case study of Reunion island in the southwest Indian Ocean’, Ocean & Coastal Management, 136, pp. 73–82. doi:
10.1016/j.ocecoaman.2016.11.020.
Lennox, R. J., Alós, J., Arlinghaus, R., Horodysky, A., Klefoth, T., Monk, C. T. and
Cooke, S. J. (2017) ‘What makes fish vulnerable to capture by hooks? A conceptual
framework and a review of key determinants’, Fish and Fisheries, 18, pp. 986–1010.
doi: 10.1111/faf.12219.
Lindholm, J., Auster, P. J. and Knight, A. (2007) ‘Site fidelity and movement of adult
Atlantic cod Gadus morhua at deep boulder reefs in the western Gulf of Maine,
USA’, Marine Ecology Progress Series, 342, pp. 239–247. doi:
10.3354/meps342239.
Lisney, T. J. and Collin, S. P. (2007) ‘Relative eye size in elasmobranchs’, Brain,
Behavior and Evolution, 69(4), pp. 266–279. doi: 10.1159/000100036.
Littaye, A., Gannier, A., Laran, S. and Wilson, J. P. F. (2004) ‘The relationship
between summer aggregation of fin whales and satellite-derived environmental
conditions in the northwestern Mediterranean Sea’, Remote Sensing of Environment,
90(1), pp. 44–52. doi: 10.1016/j.rse.2003.11.017.
Loosen, K. (2017) Predictors of white shark presence at two recreational beaches in
a major metropole.
Malcolm, H., Bruce, B. and Stevens, J. (2001) A review of the biology and status of
white sharks in Australian waters.
Mallekh, R., Lagardère, J. P., Bégout Anras, M. L. and Lafaye, J. Y. (1998)
‘Variability in appetite of turbot, Scophthalmus maximus under intensive rearing
57

conditions: The role of environmental factors’, Aquaculture, 165, pp. 123–138. doi:
10.1016/S0044-8486(98)00244-0.
Martin, R., Hammerschlag, N., Collier, R. and Fallows, C. (2005) ‘Predatory
behaviour of white sharks (Carcharodon carcharias) at Seal Island, South Africa’,
Journal of the Marine Biological Association of the United Kingdom, 85, pp. 1121–
1135.
Masterson, C. F., Danilowicz, B. S. and Sale, P. F. (1997) ‘Yearly and inter-island
variation in the recruitment dynamics of the bluehead wrasse (Thalassoma
bifasciatum, Bloch)’, Journal of Experimental Marine Biology and Ecology, 214(1–2),
pp. 149–166. doi: 10.1016/S0022-0981(97)00020-8.
McComb, D. M., Frank, T. M., Hueter, R. E. and Kajiura, S. M. (2010) ‘Temporal
Resolution and Spectral Sensitivity of the Visual System of Three Coastal Shark
Species from Different Light Environments’, Physiological and Biochemical Zoology:
Ecological and Evolutionary Approaches, 83(2), pp. 299–307. doi: 10.1086/648394.
McDowall, R. (1969) ‘Lunar rhythms in aquatic animals: a general review’, Tuatara,
17(3), pp. 133–143.
McFarland, W. (1990) ‘Light in the sea: the optical world of elasmobranchs’,
Experimental Zoology, 256(5), pp. 3–12.
McPhee, D. (2014) ‘Unprovoked Shark Bites: Are They Becoming More Prevalent?’,
Coastal Management. Taylor & Francis, 42, pp. 478–492. doi:
10.1080/08920753.2014.942046.
McPhee, D., Blount, C. and Lincoln-Smith, M. (2015) Shark deterrents and detectors:
review of bather protection technologies.
Medwin, H. and Clay, C.S. (1997) ‘Fundamentals of Acoustical Oceanography’,
Academic Press, New York.
Miller, S. J. and Skilleter, G. A. (2006) ‘Temporal variation in habitat use by nekton in
a subtropical estuarine system’, Journal of Experimental Marine Biology and
Ecology, 337(1), pp. 82–95. doi: 10.1016/j.jembe.2006.06.010.
Naylor, E. (2001) ‘Marine animal behaviour in relation to lunar phase’, Earth, Moon,
and Planets, 85–86, pp. 291–302. doi: 10.1023/A:1017088504226.
Neff, C. (2012) ‘Australian Beach Safety and the Politics of Shark Attacks’, Coastal
Management, 40(1), pp. 88–106. doi: 10.1080/08920753.2011.639867.
Nel, D. and Peschak, T. (2006) Finding a balance: White shark conservation and
recreational safety in the inshore waters of Cape Town, South Africa, WWF SA
report series, Proceedings of a specialist workshop.
O’Donoghue, S. H., Drapeau, L., Dudley, S. F. and Peddemors, V. M. (2010) ‘The
KwaZulu-Natal sardine run: shoal distribution in relation to nearshore environmental
conditions, 1997–2007’, African Journal of Marine Science, 32(2), pp. 293–307. doi:
10.2989/1814232X.2010.501587.
Olive, P. J. W. (1995) ‘Annual breeding cycles in marine invertebrates and
environmental temperature: Probing the proximate and ultimate causes of
reproductive synchrony’, Journal of Thermal Biology, 20(1–2), pp. 79–90. doi:
58

10.1016/0306-4565(94)00030-M.
Ortega-Garcia, S., Ponce-Diaz, G., O’Hara, R. and Merilä, J. (2008) ‘The relative
importance of lunar phase and environmental conditions on striped marlin
(Tetrapturus audax) catches in sport fishing’, Fisheries Research, 93, pp. 190–194.
doi: 10.1016/j.fishres.2008.04.005.
Ortega, L., Heupel, M., van Beynen, P. and Motta, P. (2009) ‘Movement patterns and
water quality preferences of juvenile bull sharks (Carcharhinus leucas) in a Florida
estuary’, Environmental and Ecological Statistics, 84, pp. 361–373.
Pankhurst, N. W. and Porter, M. J. R. (2003) ‘Cold and dark or warm and light:
Variations on the theme of environmental control of reproduction’, Fish Physiology
and Biochemistry, 28, pp. 385–389. doi: 10.1023/B:FISH.0000030602.51939.50.
Pardini, A. T., Jones, C. S., Noble, L. R., Kreiser, B., Malcolm, H., Bruce, B. D.,
Stevens, J. D., Cliff, G., Scholl, M. C., Francis, M. P., Duffy, C. A. J. and Martin, A. P.
(2001) ‘Sex-biased dispersal of great white sharks’, Nature, 412(6843), pp. 139–140.
doi: 10.1038/35084125.
Paterson, R. (1990) ‘Effects of long-term anti-shark measures on target and nontarget species in Queensland, Australia’, Biological Conservation, 52(2), pp. 147–
159.
Payne, N.L., Gillanders, B.M., Webber, D.M. and Semmens, J.M. (2010) ‘Interpreting
diel activity patterns from acoustic telemetry: the need for controls’ Marine Ecology
Progress Series, 419, pp.295-301.
Poisson, F., Gaertner, J. C., Taquet, M., Durbec, J. P. and Bigelow, K. (2010)
‘Effects of lunar cycle and fishing operations on longline-caught pelagic fish: Fishing
performance, capture time, and survival of fish’, Fishery Bulletin, 108(3), pp. 268–
281.
Pyle, P., Anderson, S., Klimley, A. and Henderson, R. (1996) ‘Environmental factors
affecting the occurrence and behavior of white sharks at the Farallon Islands,
California’, in Klimley, A. and Ainley, D. (eds) Great white sharks: the biology of
Carcharodon carcharias. Academic Press, San Diego, pp. 281–291.
Pyle, P., Schramm, M. J., Keiper, C. and ANDERSON, S. (1999) ‘Predation on a
White Shark (Carcharodon carcharias) by a Killer Whale (Orcinus orca) and a
possible case of competitive displacement’, Marine Mammal Science, 15(2), pp.
563–568.
R Core Team (2016) ‘R: A language and environment for statistical computing’.
Vienna, Austria: R Foundation for Statistical Computing. Available at: https://www.rproject.org/.
Redpath, S. M., Gutiérrez, R. ., Wood, K. and Young, J. C. (2015) Conflicts in
conservation: navigating towards solutions. Cambridge University Press.
Robbins, R. (2007) ‘Environmental variables affecting the sexual segregation of
great white sharks Carcharodon carcharias at the Neptune Islands South Australia’,
Journal of Fish Biology, 70, pp. 1350-1364.
Robbins, W. D., Peddemors, V. M., Kennelly, S. J. and Ives, M. C. (2014)
59

‘Experimental evaluation of shark detection rates by aerial observers’, PLoS ONE,
9(2), p. e83456. doi: 10.1371/journal.pone.0083456.
Ropert-Coudert, Y. and Wilson, R. (2005) ‘Trends and Perspectives in AnimalAttached Remote Sensing’, Frontiers in Ecology and the Environment, 3(8), pp. 437–
444. doi: 10.1890/1.
Ross, S. T., McMichael Jr, R. H. and Ruple, D. L. (1987) ‘Seasonal and diel variation
in the standing crop of fishes and macroinvertebrates from a Gulf of Mexico surf
zone’, Estuarine, Coastal and Shelf Science, 25(4), pp. 391–412.
Saunders, R. A., Royer, F. and Clarke, M. W. (2011) ‘Winter migration and diving
behaviour of porbeagle shark, Lamna nasus, in the Northeast Atlantic’, ICES Journal
of Marine Science, 68(1), pp. 166–174.
Schlaff, A. M., Heupel, M. R. and Simpfendorfer, C. A. (2014) ‘Influence of
environmental factors on shark and ray movement, behaviour and habitat use: a
review’, Reviews in Fish Biology and Fisheries, 24, pp. 1089–1103. doi:
10.1007/s11160-014-9364-8.
Schlegel, R. W. and Smit, A. J. (2016) ‘Climate change in coastal waters: Time
series properties affecting trend estimation’, Journal of Climate, 29(24), pp. 9113–
9124. doi: 10.1175/JCLI-D-16-0014.1.
Skomal, G. B., Braun, C. D., Chisholm, J. H. and Thorrold, S. R. (2017) ‘Movements
of the white shark Carcharodon carcharias in the North Atlantic Ocean’, Marine
Ecology Progress Series, 580, pp. 1–16. doi: 10.3354/meps12306.
South African Navy Hydrographic Office (2005) South African Tide Tables (SANHO2).
South African Navy Hydrographic Office (2006) South African Tide Tables (SANHO2).
South African Navy Hydrographic Office (2007) South African Tide Tables (SANHO2).
Spargo, P. (1991) ‘False Bay, South Africa: An historic and scientific overview’,
Transactions of the Royal Society of South Africa, 47, pp. 363–375.
Speed, C. W., Field, I. C., Meekan, M. G. and Bradshaw, C. J. A. (2010)
‘Complexities of coastal shark movements and their implications for management’,
Marine Ecology Progress Series, 408, pp. 275–293. doi: 10.3354/meps08581.
Stoner, A. W. (2004) ‘Effects of environmental variables on fish feeding ecology:
Implications for the performance of baited fishing gear and stock assessment’,
Journal of Fish Biology, 65, pp. 1445–1471. doi: 10.1111/j.1095-8649.2004.00593.x.
Towner, A. V., Underhill, L. G., Jewell, O. J. D. and Smale, M. J. (2013)
‘Environmental Influences on the Abundance and Sexual Composition of White
Sharks Carcharodon carcharias in Gansbaai, South Africa’, PLoS ONE, 8(8), pp. 1–
11. doi: 10.1371/journal.pone.0071197.
Tricas, T. and McCosker, J. (1984) ‘Predatory behaviour of the white shark,
Carcharodon carcharias, and notes on its biology’, Proceedings of the California
Academy of Sciences, 43, pp. 221–238.
60

Trippel, E. A. and Neil, S. R. E. (2003) ‘Effects of photoperiod and light intensity on
growth and activity of juvenile haddock (Melanogrammus aeglefinus)’, Aquaculture,
217, pp. 633–645. doi: 10.1016/S0044-8486(02)00198-9.
Udyawer, V., Chin, A., Knip, D. M., Simpfendorfer, C. A. and Heupel, M. R. (2013)
‘Variable response of coastal sharks to severe tropical storms: Environmental cues
and changes in space use’, Marine Ecology Progress Series, 480, pp. 171–183. doi:
10.3354/meps10244.
Vélez-Marín, R. and Márquez-Farías, J. F. (2009) ‘Distribution and size of the
shortfin mako (isurus oxyrinchus) in the mexican pacific ocean’, Pan-American
Journal of Aquatic Sciences, 4(4), pp. 490–499.
Voegeli, F., Smale, M., Webber, D., Andrade, Y. and O’Dor, R. (2001) ‘Ultrasonic
telemetry, tracking and automated monitoring technology for sharks’, Environmental
Biology of Fishes, 60, pp. 267–281.
Vögler, R., Milessi, A. C. and Quiñones, R. A. (2008) ‘Influence of environmental
variables on the distribution of Squatina guggenheim (Chondrichthyes, Squatinidae)
in the Argentine-Uruguayan Common Fishing Zone’, Fisheries Research, 91, pp.
212–221. doi: 10.1016/j.fishres.2007.11.028.
De Vos, A., O’Riain, M., Meyer, M. A., Kotze, P. G. H. and Kock, A. A. (2015)
‘Behavior of Cape fur seals (Arctocephalus pusillus pusillus) in relation to temporal
variation in predation risk by white sharks (Carcharodon carcharias) around a seal
rookery in False Bay, South Africa’, Marine Mammal Science, 31(3), pp. 1118–1131.
doi: 10.1111/mms.12208.
De Vos, A., O’Riain, M., Meÿer, M. A., Kotze, P. G. H. and Kock, A. A. (2015)
‘Behavior of Cape fur seals (Arctocephalus pusillus pusillus) in response to spatial
variation in white shark (Carcharodon carcharias) predation risk’, Marine Mammal
Science, 31(3), pp. 1234–1251. doi: 10.1111/mms.12215.
Warner, K. (2011) ‘Environmental change and migration: methodological
considerations from ground- breaking global survey’, Population and Environment,
33(1), pp. 3–27. doi: 10.1007/sl.
Weltz, K. (2012) The influence of environmental variables on white shark
(Carcharodon carcharias) sightings at False Bay beaches.
Weltz, K., Kock, A. A., Winker, H., Attwood, C. and Sikweyiya, M. (2013) ‘The
Influence of Environmental Variables on the Presence of White Sharks, Carcharodon
carcharias at Two Popular Cape Town Bathing Beaches: A Generalized Additive
Mixed Model’, PLoS ONE, 8(7), p. e68554. doi: 10.1371/journal.pone.0068554.
Weng, K. C., Boustany, A. M., Pyle, P., Anderson, S. D., Brown, A. and Block, B. A.
(2007) ‘Migration and habitat of white sharks (Carcharodon carcharias) in the
eastern Pacific Ocean’, Marine Biology, 152(4), pp. 877–894. doi: 10.1007/s00227007-0739-4.
Werry, J., Bruce, B., Sumpton, W., Reid, D. and Mayer, D. (2012) ‘Beach areas used
by juvenile white sharks, Carcharodon carcharias, in eastern Australia’, in Domeier,
M. (ed.) Global perspectives on the biology and life-history of the white shark. CRC
Press, pp. 271–286.
61

Wetherbee, B. M., Gruber, S. H. and Rosa, R. S. (2007) ‘Movement patterns of
juvenile lemon sharks Negaprion brevirostris within Atol das Rocas, Brazil: A nursery
characterized by tidal extremes’, Marine Ecology Progress Series, 343, pp. 283–293.
doi: 10.3354/meps06920.
Wetherbee, B. M., Lowe, C. G. and Crow, G. L. (1994) ‘A Review of Shark Control in
Hawaii with Recommendations for Future Research’, Pacific Science, 48(2), pp. 95–
115. Available at: http://hdl.handle.net/10125/2202.
White, W. T. and Potter, I. C. (2004) ‘Habitat partitioning among four elasmobranch
species in nearshore, shallow waters of a subtropical embayment in Western
Australia’, Marine Biology, 145, pp. 1023–1032. doi: 10.1007/s00227-004-1386-7.
Wintner, S. and Kerwath, S. (2017) ‘Cold fins , murky waters and the moon : what
affects shark catches in the bather-protection program of KwaZulu-Natal, South
Africa?’, Marine and Freshwater Research. doi: 10.1071/MF17126.
Wood, S. (2006) Generalized Additive Models: an introduction with R. Boca Raton,
Florida: Chapman and Hall/CRC.
Wood, S. (2013) ‘mgcv: Mixed GAM Computation Vehicle with GCV/AIC/REML
smoothness estimation.’ Available at: http://cran.r-project.org/package=mgcv.
Wood, S. N., Shaw, S. and Goude, Y. (2015) ‘Generalized additive models for large
data sets’, Journal of the Royal Statistical Society: Series C (Applied Statistics), 64,
pp. 139–155. doi: 10.1111/rssc.12068.
Woodroffe, R., Thirgood, S. and Rabinowitz, A. (2005) ‘The impact of human-wildlife
conflict on natural systems’, in Woodroffe, R., Thirgood, S., and Rabinowitz, A. (eds)
People and wildlife, conflict or co-existence? Cambridge University Press, pp. 1–12.
Zuur, A., Ieno, E., Walker, N., Saveliev, A. and Smith, G. (2009) Mixed Effects
Models and Extensions in Ecology with R. New York: New York: Springer.

62

