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Abstract: The corallivorous crown-of-thorns starfish (Acanthaster spp.) is a major cause of coral
mortality on Indo-Pacific reefs. Despite considerable research into the biology of crown-of-thorns
starfish, our understanding of the early post-settlement life stage has been hindered by the small
size and cryptic nature of recently settled individuals. Most growth rates are derived from either
laboratory studies or field studies conducted in Fiji and Japan. The Great Barrier Reef (GBR) is
currently experiencing its fourth recorded outbreak and population models to inform the progression
of outbreaks lack critical growth rates of early life history stages. High numbers of 0+ year juveniles
(n = 3532) were measured during extensive surveys of 64 reefs on the northern GBR between May
and December 2015. An exponential growth model was fitted to the size measurement data to
estimate monthly ranges of growth rates for 0+ year juveniles. Estimated growth rates varied
considerably and increased with age (e.g., 0.028–0.041 mm·day−1 for one-month-old juveniles versus
0.108–0.216 mm·day−1 for twelve-month-old juveniles). This pioneering study of 0+ year juveniles
on the GBR will inform population models and form the basis for more rigorous ongoing research to
understand the fate of newly settled Acanthaster spp.
Keywords: juvenile crown-of-thorns starfish; growth rates; growth curve analysis

1. Introduction
Crown-of-thorns starfish (Acanthaster spp.) are among the most intensively studied of all coral
reef organisms [1]. This starfish species is renowned for its extreme temporal and spatial variation
in abundance, which can result in extensive destruction of coral reef habitats if starfish occur at
high densities (during outbreaks). Outbreaks of crown-of-thorns starfish are considered to be one
of the foremost causes of significant and sustained declines in live hard coral cover on Indo-Pacific
reefs [2–5]. On Australia’s Great Barrier Reef (GBR), there have been four distinct episodes of outbreaks
since the early 1960’s, with the latest outbreak first apparent in 2010 [6,7]. Over a period of 27 years
(1985 to 2012), the GBR has lost approximately half of its initial coral cover, with 42% of this loss
attributable to recurrent outbreaks of crown-of-thorns starfish [2].
Outbreaks of crown-of-thorns starfish are fundamentally caused by changes in key demographic
rates and population dynamics [8], resulting in either progressive accumulation of starfish over
several successive cohorts [9] or the rapid onset of outbreaks following a single mass-recruitment
event [10]. However, the extent to which these demographic changes are caused by anthropogenic
degradation of reef ecosystems (e.g., overfishing and/or eutrophication) versus inherent environmental
changes and stochasticity (e.g., cycles of food availability for larvae, juveniles, and/or adult starfish)
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is largely unknown and widely debated [6,11]. Our understanding of the proximal and ultimate
causes of outbreaks has been hampered at least in part by difficulties in studying the early life stages
of crown-of-thorns starfish in natural environments [6,11]. Current models [7,12,13] that aim to
understand and predict outbreak dynamics lack critical demographic rates, such as estimates of
growth rates and survival for early life history stages in the field.
Field-based studies of early life stages of crown-of-thorns starfish have largely been constrained by
the small size, cryptic nature, and largely nocturnal habits of recently settled individuals [10], making
them difficult to detect and sample [14–16]. Attempts to locate 0+ year old juveniles on the GBR have
remained largely unsuccessful [14–16]. However, studies conducted in Fiji and Japan that followed
individual cohorts of crown-of-thorns starfish through time on single island reefs effectively sampled
newly settled individuals (0+ year old) [10,17]. Resulting estimates of growth rates for coralline algae
feeding juveniles (2–3 mm/month) [10,17] were consistent with early post-settlement growth estimates
for laboratory reared juveniles [18,19].
As early stages of newly settled juveniles (i.e., 1–3 months-old starfish after settlement, size = 0.3–5 mm)
have rarely been detected in the field [17], demographic rates for these early stages are largely derived
from aquarium-based studies [18,19]. Crown-of-thorns starfish have been reared in captivity since
1973, providing important insights into their early development and life history [18–21]. Once fully
developed competent larvae (i.e., at the late brachiolaria stage) find a suitable settlement substrate
(i.e., coralline algae), they metamorphose within two days into five-armed juvenile starfish that measure
between 0.3 and 0.8 mm in diameter [18,19,22,23]. Yamaguchi (1973) [18] found that laboratory-reared
juveniles grew 0.076 mm·day−1 in the 20 weeks following settlement, while Lucas (1974) [19]
estimated that 3-month-old juveniles grew 0.048 mm·day−1 in the laboratory. Field-based estimates
of juvenile growth rates averaged 0.10–0.15 mm·day−1 in the coralline algae feeding phase and
0.40–0.84 mm·day−1 in the coral feeding phase [10,17]. So far, existing growth data has been fitted with
logistic or Gompertz growth equations to describe the sigmoidal growth pattern of crown-of-thorns
starfish [10,17,20,21,24]. However, these equations have been acknowledged to be limited in accurately
describing growth during distinct life stages [21], and so alternative equations have been suggested
for distinct stages, such as for coralline algae feeding juveniles [25] and coral-eating 1+ year old
juveniles [21,26].
The purpose of this study was to reconstruct growth curves for juvenile (0+ year old)
crown-of-thorns starfish on the northern GBR, based on intensive (near monthly) field sampling
of newly settled individuals. The exact ages of juvenile starfish cannot be verified, but may be inferred
for 0+ year old starfish by assuming that settlement occurs within a relatively narrow period [10,17].
Here we provide, for the first time, monthly ranges of growth rates for 0+ year juveniles to inform
crown-of-thorns starfish population models. In addition, we compare these results to previous field
studies and present ranges of predicted mean sizes for different age classes that can be used to inform
the planning of future juvenile monitoring studies on the GBR.
2. Materials and Methods
2.1. Field Collection
All field sampling was conducted in conjunction with the Association of Marine Park Tourism
Operators’ (AMPTO) crown-of-thorns starfish control vessels during the fourth recorded outbreak
of Acanthaster cf. solaris [27] on Australia’s GBR. One hundred and eleven sites on 64 reefs within
six geographic locations (or reef complexes) located between 14.72◦ S and 17.67◦ S were sampled
between 7 May and 15 December 2015 (Figure 1). At each site, 1–2 SCUBA divers searched coralline
algae encrusted pieces of dead coral and live coral colonies for juvenile crown-of-thorns starfish and
their feeding marks. Individual pieces of live and dead coral were thoroughly inspected for juvenile
starfish if feeding marks were sighted on exposed surfaces. Each diver was able to cover up to 250 m2
during a typical 40 min dive. However, if juvenile abundances were high (e.g., 40 individuals collected
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All exploratory and growth curve analyses were conducted using R [34]. A series of preliminary
models (e.g., logistic growth model and exponential growth model) were fitted to the 2015-juvenile
size data to determine which type of model was most suitable to describe the relationship between
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All exploratory and growth curve analyses were conducted using R [34]. A series of preliminary
models (e.g., logistic growth model and exponential growth model) were fitted to the 2015-juvenile
size data to determine which type of model was most suitable to describe the relationship between
size and age. Visual inspection and exploratory analysis of the fitted growth curves (based on least
residual sum of squares) identified an exponential growth model (as suggested by Okaji (1996) [25]) in
the following form as the most accurate in describing the shape of the size measurement data:
SizeAge = β0 × e k x Age + β1

(m1)

where Size is the diameter of starfish in mm, Age is number of days since 1 January, and β0 , k, and
β1 are parameters to be estimated. As size measurements were missing for the initial four months of
development (i.e., sampling period: January to April 2015), the y-intercept (i.e., SizeAge=0 ) was fixed
to a biologically meaningful size (see below), representative of the range of predicted mean sizes for
newly metamorphosed juvenile starfish in the laboratory ([23]; see Appendix A, Table A1). The growth
model may therefore be represented as:
SizeAge = β0 × e k x Age + (SizeAge=0 − β0 )

(m2)

Three estimates of size after metamorphosis (i.e., SizeAge=0 = 0.30 mm, 0.56 mm, and 0.82 mm)
from Fabricius et al. (2010) [23] were used to generate three different m2 models (m2Size at Age0=0.30 ,
m2Size at Age0=0.56 , m2Size at Age0=0.82 ). Best-fit parameter estimates for m1 (β0 , k, and β1 ) and m2 (β0 , k)
models were obtained with associated 95% confidence intervals using the nlstools package [35].
Residuals from the preliminary models were found to display a distinct wedge pattern, indicating that
variance was related to age of juveniles, and thus multiple variance functions (Age2 , Age3 , Age4 ) were
trialled to optimize best-fit parameter estimates for each model (m1, m2Size at Age0=0.30 , m2Size at Age0=0.56 ,
m2Size at Age0=0.82 ). Best-fit parameter estimates for all 12 models were then used to perform linear mixed
effect analysis of the relationship between Size and Age using the nlme package [36]. Reef complex and
survey sites were included in the linear mixed effect models as nested random factors to account for
variation at the site and reef complex scale, and variance structures (Age2 , Age3 , Age4 ) were included
to account for the variation in size with age. Best-fit models were selected based on lowest Akaike
Information Criterion (AIC). No evidence of spatial autocorrelation was found after both visual
(variograms and bubble plots) and statistical inspection (incorporating spatial correlation structures
into mixed effects models).
A selection of best-fit models and corresponding 95% confidence intervals was then plotted using
the ggplot2 package [37]. The best-fit model of m2Size at Age0=0.56 was plotted with the upper bound of
the 95% confidence interval of m2Size at Age0=0.82 and the lower bound of the 95% confidence interval of
m2Size at Age0=0.30 , forming a so-called “combined 95% confidence interval”. Growth rates (i.e., growth
increment per unit time) were calculated for different time spans (i.e., 30-day intervals) for the upper
bound of the 95% confidence interval of m2Size at Age0=0.82 , and the lower bound of the 95% confidence
interval of m2Size at Age0=0.30 to provide ranges of modelled growth rates.
3. Results
Size ranges of juvenile starfish increased as sampling progressed through the year (Figure 2a).
Juveniles sampled in May measured between 3 and 15.5 mm in size (size range = 12.5 mm), while
those sampled in December ranged from 8.5 to 52.5 mm (size range = 44 mm) (Figure 2a), representing
a 3.5-fold increase in size range within this time period.
For m1 models (variable intercept), growth was indeed exponentially related to age (t3420 = 59.79,
p < 0.0001), while including site (σ ≈ 0.0007) and reef complex (σ ≈ 0.0003) as random factors. Best model
performance was achieved with a variance structure of Age3 (AIC = 18,057), indicating that variance
increased cubically with age. However, the best-fit m1 model predicted mean size after metamorphosis
(SizeAge=0 ) to be 5.42 mm. This appears to be erroneous, as it is in stark contrast with the range of
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expected mean sizes for newly settled juveniles (i.e., 0.30–0.82 mm). Consequently, the m2 models
seemed to describe growth more accurately because their intercept was fixed to a biologically relevant
size after metamorphosis. Again, for m2 models (fixed intercept), growth was indeed exponentially
related to age (m2Size at Age0=0.82 , t3420 = 59.55, p < 0.0001), and a variance structure of Age3 gave the
best model performance (m2Size at Age0=0.82 , AIC = 18,071). Although overall model performance was
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Figure 2. (a) Monthly size–frequency distributions of juvenile crown-of-thorns starfish sampled
Figure 2. (a) Monthly size–frequency distributions of juvenile crown-of-thorns starfish sampled
during May–December 2015; (b) Fitted growth curve (m2Size at Age0=0.56 , black line) and combined
during May–December 2015; (b) Fitted growth curve (m2Size at Age0=0.56, black line) and combined 95%
95% confidence interval (light blue) for the 0+ year crown-of-thorns starfish cohort sampled in the
confidence interval (light blue) for the 0+ year crown-of-thorns starfish cohort sampled in the
northern Great Barrier Reef (GBR). The combined 95% confidence interval is formed by the lower and
northern Great Barrier Reef (GBR). The combined 95% confidence interval is formed by the lower
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Table 1. Range of modelled mean sizes and growth rates for estimated age (in months after metamorphosis)
and different time spans (30-day intervals).
Estimated Age after
Metamorphosis (Months)

Time Span
(30-Day Interval)

Range of Modelled
Mean Sizes (mm)

Range of Modelled Growth
Rates (mm·Day−1 )

1
2
3
4
5
6
7
8
9
10
11
12

0–30
30–60
60–90
90–120
120–150
150–180
180–210
210–240
240–270
270–300
300–330
330–360

0.30–2.04
1.15–3.46
2.11–5.12
3.19–7.04
4.41–9.28
5.79–11.89
7.35–14.93
9.11–18.47
11.09–22.58
13.33–27.37
15.87–32.94
18.73–39.43

0.028–0.041
0.032–0.047
0.036–0.055
0.041–0.064
0.046–0.075
0.052–0.087
0.059–0.101
0.066–0.118
0.075–0.137
0.084–0.160
0.095–0.186
0.108–0.216

4. Discussion
This study provides the first estimates of monthly growth rates for 0+ year crown-of-thorns
starfish on the GBR based on intensive field sampling of newly settled juvenile starfish. Juvenile
crown-of-thorns starfish exhibited exponential growth over the first year on the reef and reached a
size of up to 52.5 mm by mid-December. Size ranges of juveniles increased by a factor of 3.5 from May
to December. The marked increase in size range was also reflected in the results of the growth curve
analysis, which showed that the variation in size increased cubically with age in the best-fit models.
Similarly, ranges of modelled growth rates increase with age; while one month old juveniles grow
0.028–0.041 mm·day−1 , twelve-month-old juveniles grow 0.108–0.216 mm·day−1 .
The increasing variation in size among older individuals may be attributed to variation in the
availability of suitable coral prey within specific study sites and microhabitats. Although laboratory
studies have shown that same-aged newly settled crown-of-thorns starfish vary in size from
the beginning of their post-metamorphic life [23], marked variations in growth rates of juvenile
starfish are generally attributed to the availability of suitable coral prey [20,38]. At settlement,
crown-of-thorns starfish feed on coralline algae, and it is thought that they preferentially settle in
locations (and microhabitats) where coralline algae are ubiquitous [18,39]. After an obligatory period
of feeding on coralline algae (4.5—Yamaguchi 1973 [18]), juvenile starfish may or may not transition
to feeding on Scleractinian corals, depending upon the local availability of suitable coral prey [10].
The fastest growth rates recorded in both field and laboratory settings are for individuals that make
rapid transitions to coral feeding, resulting in accelerated growth and are reported to be significantly
larger than siblings that continue to feed on algae [21]. Individual crown-of-thorns starfish that
continue to feed on coralline algae after 4–5 months are thought to be more vulnerable to predation
by epibenthic fauna [18], whereas fast-growing juveniles that make a rapid transition to feeding on
coral—and thereby escape this predation pressure—are more likely to survive [40]. As sampling
was conducted on 64 reefs across 111 sites, the availability of suitable coralline algae and coral prey
would have differed considerably among microhabitats within and between sampling sites. Individual
sampled starfish are likely to have been exposed to different environmental pressures (e.g., predation
and food availability) in each of these microhabitats, which would have shaped their growth in the
first year of development differently. Consequently, the gradual widening of the 95% confidence
interval likely reflects differential growth rates between individuals that have transitioned to feeding
on live coral versus those continuing to feed on coralline algae. This appears to be driven by a varying
availability of suitable coral prey within microhabitats.
Ranges of modelled growth rates were broadly comparable to both laboratory-reared individuals
released into the field [25] and the growth of juvenile cohorts in Japan and Fiji [10,17]. Observed mean
sizes, standard deviations, and size ranges of juveniles sampled in these studies [10,17,25] were plotted
to the fitted growth curve for comparison (Figure 3). Given the uncertainties related to the approach
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Observed mean sizes, standard deviations, and size ranges of juveniles sampled in these studies
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Figure 3. Fitted growth curve (black line) and combined 95% confidence interval for the 2015
crown-of-thorns starfish cohort (GBR). Individual observations of the 2015 cohort are depicted as points,
Figure 3. Fitted growth curve (black line) and combined 95% confidence interval for the 2015
while boxplots represent the results of previous field studies (Zann et al., 1987 [10], n = 651; Habe et al.,
crown-of-thorns starfish cohort (GBR). Individual observations of the 2015 cohort are depicted as
1989 [17], n1986 = 683 and n1987 = 125; Okaji, 1996 [25], ninitial = 1137 and nfinal = 138). Each boxplot
points, while boxplots represent the results of previous field studies (Zann et al., 1987 [10], n = 651;
is characterised by a mean size (horizontal middle line), ±one standard deviation (rectangle), and
Habe et al., 1989 [17], n1986 = 683 and n1987 = 125; Okaji, 1996 [25], ninitial = 1137 and nfinal = 138). Each
minimum and maximum size (vertical line). Note that the estimated age in Zann et al. (1987) [10] and
boxplot is characterised by a mean size (horizontal middle line), ± one standard deviation (rectangle),
Habe et al. (1989) [17] likely represents the age after fertilisation without taking into account potentially
and minimum and maximum size (vertical line). Note that the estimated age in Zann et al. (1987) [10]
long planktonic larval durations (PLDs); ages are therefore likely to be underestimated. In contrast,
and Habe et al. (1989) [17] likely represents the age after fertilisation without taking into account
the estimated age in Okaji (1996) [25] and the present study represents the age after metamorphosis
potentially long planktonic larval durations (PLDs); ages are therefore likely to be underestimated. In
(i.e., after settlement).
contrast, the estimated age in Okaji (1996) [25] and the present study represents the age after
metamorphosis (i.e., after settlement).

Ten-day old juveniles set out in the field on the GBR for 37–49 days grew on average
0.045–0.046 mm·day−1 , mostly within the range of the modelled growth rates for the same
time span (i.e., 0.030–0.045 mm·day−1 ) [25]. Similarly, growth rates for 2-month-old starfish
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(deployment time = 57 days) averaged 0.053 mm·day−1 compared to 0.038–0.059 mm·day−1 ;
while 3-month-old starfish (deployment time = 92 days) grew at a rate of 0.074 mm·day−1 compared
to 0.046–0.076 mm·day−1 [25]. Growth rates derived from the findings of field studies conducted in
Fiji [10] and Japan [17] are also broadly comparable to the range of modelled growth rates of this
study. In Fiji, growth rates averaged 0.087 mm·day−1 for juveniles between 7 and 12 months, largely
falling within the modelled range of 0.073–0.135 mm·day−1 . Similarly, field studies conducted in Japan
showed that juveniles (between 4 and 6 months old) from the 1986-cohort and 1987-cohort grew at
0.121 mm·day−1 and 0.139 mm·day−1 respectively, also within the modelled range of growth rates
(i.e., 0.083–0.158 mm·day−1 ) for the same time span. These results show that growth rates of juvenile
Acanthaster spp. in the field appear to be remarkably consistent over large geographic scales. However,
mean sizes of juveniles of the 1984-cohort (Fiji) and the 1986-cohort (Japan) deviate considerably from
the modelled mean sizes (Figure 3). In both studies, age was estimated based on the date of spawning
without taking into account of potentially long planktonic larval durations (i.e., up to 43 days [33]).
For instance, juveniles that were sampled in Fiji in July were estimated to be seven months old, based
on the assumption of a January spawning [10]. Similarly in Japan, newly settled starfish sampled
in July were assumed to be one month old, based on the assumption of a mid-June spawning [17].
Assuming a mid-June spawning and a pelagic larval duration of two weeks, settlement would have
occurred at the beginning of July at the earliest. However, juveniles that were collected in July and
August were already 2 and 4.30 mm, respectively [17]. These sizes seem considerably large, as we
know from laboratory studies that juveniles measure between 0.3 and 0.82 mm after settlement and
that it takes approximately 40–45 days to grow to 2 mm, and 80–90 days to grow to 4.3 mm [18]. As a
result, ages in Zann et al. (1987) [10] and Habe et al. (1989) [17] are likely to be underestimated by
0.5–1.5 months, resulting in overestimates of growth rates.
An implicit assumption of this study was that spawning occurred within a relatively limited
period (in December 2014) across the entire study area. This assumption appears valid, given that
the estimated growth rates for field-deployed juveniles of known age are broadly comparable to the
range of modelled growth rates. The assumption of a single spawning event or narrow spawning
window is also supported by the fact that smaller juveniles became rare as sampling progressed
through the year (see Figure 2), indicating that settlement and so spawning did not occur throughout
the entire year. Furthermore, spawning occurred in the study area between the 10 and 21 of
December 2014 (temperature recorded at Lizard Island at 0.6 m between 12 and 30 December 2014:
28.58 ◦ C–29.29 ◦ C [41]) according to Uthicke et al. (2015) [28]. Assuming a planktonic larval phase of
10 to 40 days [22,23,29–31,33], settlement would have occurred between the 20 of December 2014 and
30 of January 2015. However, new research is suggesting that peak settlement likely occurs within
22 days after spawning and fertilization [33], and few larvae persist beyond 30 days post-fertilization.
Accordingly, Uthicke et al. (2015) [28] failed to detect larvae in plankton samples from 13 of January
onwards. If so, estimated ages (in days) of juveniles (measured from settlement) would have an
accuracy of ±12 days.
Low ocean current velocities linked to El Niño-Southern Oscillation (ENSO) hydrodynamics
that cause larval retention around reefs or within reef groups are thought to increase survival of
crown-of-thorns starfish larvae when they co-occur with enhanced phytoplankton concentrations [42].
According to Wooldridge and Brodie (2015) [42], the 2009 spawning event—which led to the onset
of the current outbreak in 2010/2011—coincided with nutrient-enriched stagnant shelf currents.
Larvae of the studied cohort would have been present in the water column between 10 December
2014 and 13 January 2015 (temperature range recorded at Lizard Island weather station between
12 December 2014 and 15 January 2015: 27.9 ◦ C–29.5 ◦ C [41]). Mean phytoplankton concentrations
(i.e., chlorophyll a) during this period averaged in the Wet Tropics 0.55 µg·L−1 (range: 0–7.35 µg·L−1 )
for coastal areas, 0.31 µg·L−1 (range: 0.01–12.42 µg·L−1 ) for midshelf areas, and 0.16 µg·L−1
(range: 0–8.09 µg·L−1 ) for offshore areas [43]. In comparison, mean chlorophyll a concentrations
in December 2009 averaged in the Wet Tropics 0.67 µg·L−1 (range: 0–11.61 µg·L−1 ) for coastal areas,
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0.31 µg·L−1 (range: 0.01–13.82 µg·L−1 ) for midshelf areas, and 0.19 µg·L−1 (range: 0–2.90 µg·L−1 )
for offshore areas [43]. While the Southern Oscillation Index (SOI)—which provides an indication of
ocean current velocity (neutral SOI = surrogate for low shelf currents)—was −5.5 in December 2014
(compared to −7 in December 2009) and −7.8 in January 2015 (compared to −10.1 in January 2010) [43].
Subsequent SOI values continued to decrease in 2015 to a −20.2 low in October, indicating an El Niña
event. Moderate increases in chlorophyll concentrations (up to 1.0–4.0 µg·L−1 ) that significantly
increase rates of larval development, survival, and settlement [23,32,33] would have occurred on
multiple occasions in the study area during the pelagic larval phase of the studied cohort. Consequently,
larval development, survival, and settlement may have been enhanced in the study area during this
time period, leading to high settlement rates and the development of this seemingly conspicuous
cohort in 2015.
5. Conclusions
Demographic rates are fundamental to understanding population dynamics and creating
meaningful population models. However, attempts to estimate these rates for 0+ year juvenile
crown-of-thorns starfish have been hindered by the ability to detect them in the field [14–16].
The present study not only demonstrates that 0+ year juveniles can be sampled in high numbers
(n = 3532), it also provides ranges of monthly growth rates to inform population models. Here, we also
provide evidence that supports the assumption that spawning and subsequent settlement occurred in
2014–2015 during a relatively narrow period of time across a vast geographic area (i.e., 350 km) on the
GBR. In addition, the predicted ranges of mean sizes for different sampling periods deliver valuable
information to research and management bodies for the planning of juvenile monitoring studies.
Rigorous ongoing monitoring should be conducted in the future on a number of selected sites to collect
field-based data on demographic rates (e.g., growth, recruitment, mortality, and reproductive output
rates) that can be related to variables such as food availability and adult population densities in order
to inform population models and improve our understanding of population and outbreak dynamics.
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Appendix A
Table A1. Mean sizes for newly-metamorphosed starfish reared in the laboratory under naturally
occurring chlorophyll a concentrations [23].
Chlorophyll a (µg·L−1 )

Mean Size (mm)

Standard Error (SE)

95% Confidence
Interval (mm)

0.28
2.90
5.20

0.44
0.66
0.64

0.07
0.05
0.09

0.30–0.58
0.56–0.76
0.46–0.82
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