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ABSTRACT: Coral settlement is a key ecological process in the maintenance, recovery and resili-
ence of coral reef ecosystems. Coral reefs in the Persian Gulf survive in one of the world’s most
extreme environments, yet there remains limited knowledge of the role of coral settlement consid-
ered critical for maintaining population dynamics. Spatial and temporal patterns of coral settle-
ment were examined at 6 sites in Dubai, United Arab Emirates, using settlement tiles deployed
and collected every 3 mo from 2009 to 2011 following coral community surveys. Settlement was
highly seasonal with the highest settlement rates between June and August (3.2 spat tile−1 ± 0.21
SE), when summer sea temperatures approached 35°C. There was a smaller settlement pulse
between  September and November, but no settlement between December and May. Settlement
was observed 1 to 4 mo after the major spawning season (April and May), suggesting either
delayed settlement of larvae, or spatial and/or taxonomic disparity between studies of reproduc-
tion versus settlement. Settlement rates varied significantly among sites, but spatial variation was
consistent between the 2 years of the study, suggesting strong effects of local environmental con-
ditions or local coral assemblages. Poritidae and Acroporidae comprised 27 and 11% of the spat
respectively, there were no Pocilloporidae and the most abundant coral spat (61%) were from
other, not identifiable, families. These data indicate that observed long-term shifts in the commu-
nity structure of adult coral assemblages are being reinforced through a combination of settlement
and post-settlement processes, such that there is limited scope for recovery of former Acropora -
dominated coral assemblages in the Persian Gulf.
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INTRODUCTION

Scleractinian corals are the primary habitat-forming
species on coral reefs (Jones et al. 1994), but are de-
clining in abundance in many coral reef provinces
(e.g. Gardner et al. 2003, Bellwood et al. 2004). Sus-
tained losses of scleractinian corals are attributed to
multiple disturbances (e.g. over-fishing, coastal pollu-
tion and disease) that are being compounded by the
more recent impacts of climate-induced coral bleach-
ing from elevated temperatures (Hughes et al. 2003,

Bellwood et al. 2004). Aside from significant losses of
live coral cover (Gardner et al. 2003, Bellwood et al.
2004), increasing frequency, severity and diversity of
disturbances are likely to cause marked shifts in
 community composition (Pandolfi et al. 2011, Hughes
et al. 2012). In light of these recent concerns, there is
an urgent need to understand how increasing sea
temperatures from ongoing climate change will affect
early life history stages (Putnam et al. 2008, Albright &
Mason 2013) and the capacity of coral populations to
 replenish themselves (Diaz-Pulido et al. 2009).
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For corals, most recent studies have focused on the
effects of high sea temperature on the adult assem-
blage, with the goal of trying to understand the
causes of thermal bleaching (Dove & Hoegh- Guldberg
2006) and differences in bleaching susceptibilities
(e.g. comparative rates of mortality among adults;
Marshall & Baird 2000). However, high sea tempera-
tures caused by climate change are likely to affect
biological and physiological processes that span mul-
tiple life history stages (Putnam et al. 2008, Albright
& Mason 2013). Early life history stages of corals (i.e.
larval development, survival and settlement) are
extremely sensitive to environmental stresses, and
especially high temperatures (Byrne 2011), the
effects of which can have a greater biological signifi-
cance than for adults (Gosselin & Qian 1997). Ele-
vated temperatures, which cause bleaching, may
also disrupt various early life history processes and
greatly influence the number of individuals entering
the adult population (McClanahan et al. 2009).

Population replenishment is an important demo-
graphic process for the persistence of all marine
organisms (Gaines & Roughgarden 1985, Underwood
& Keough 2001). The recovery of reefs following a
disturbance (e.g. bleaching event) requires both the
replenishment of coral populations by regrowth of
surviving corals (Gilmour et al. 2013) and the arrival
and settlement of coral larvae and their post -
settlement growth and survival (Hughes 1994,
Hughes & Tanner 2000). However, the only means of
restoring both coral cover and the genetic diversity of
coral populations is through sexual recruitment
(Baums et al. 2006). Successful coral recruitment is
dependent on many separate processes, including
the fecundity of the local population (e.g. Hughes et
al. 2000), rates of fertilization (e.g. Oliver & Babcock
1992), larval survivorship and dispersal (e.g. Graham
et al. 2008), settlement (e.g. Hughes et al. 1999), and
early post-settlement growth and survivorship (e.g.
Penin et al. 2010). Of these processes, larval supply
and settlement are recognized as one of the major
determinants of adult assemblage structure, at least
on some coral reefs (Caley et al. 1996, Hughes & Tan-
ner 2000). Equally important are early post-settle-
ment processes, such as differential growth and
 survivorship, which also strongly influence the local
abundance and spatial distribution of adult coral
populations (Edmunds 2000, Penin et al. 2010,
Trapon et al. 2013). However, elevated temperatures
can have dramatic effects on larval supply and settle-
ment (Edmunds et al. 2001, Bassim & Sammarco
2003, Baird et al. 2006, Nozawa & Harrison 2007),
which therefore can profoundly affect overall popu-

lation dynamics (Harrison & Wallace 1990, Connell et
al. 1997). Given that global sea surface temperatures
(SSTs) are predicted to increase 2 to 4°C within the
next century (IPCC 2007), it is important to under-
stand how coral settlement will likely be affected
under more extreme environmental conditions.

The Persian Gulf provides a novel and important
setting for studying coral settlement. Corals in the
Gulf persist in a naturally extreme environment
(Sheppard et al. 1992), at temperatures projected to
occur on most tropical coral reefs by 2100 (IPCC
2007). SSTs can fluctuate >20°C over the course of a
single year, with summer daily-mean temperatures
of >35°C, while winter winds can chill water to
<12°C (Sheppard et al. 1992, 2010). Furthermore,
corals in the Gulf survive in a hypersaline environ-
ment year round with salinities regularly >42 ppt
(Sheppard et al. 1992) with significant seasonal inso-
lation fluctuations (Sheppard et al. 2010). While
corals in the Gulf have clearly had many thousands of
years to adapt to these conditions (Sheppard et al.
2010), nonetheless, studies in the Gulf can address
the potential limits of adaptation in response to
extreme environments. Indeed, adaptation can be
surprisingly rapid (Parmesan 2006), even in organ-
isms like corals (Guest et al. 2012). Moreover, corals
in the Gulf are also subject to increasing pressure
from anthropogenic impacts such as overfishing,
large-scale coastal development (Sheppard et al.
2010, Sale et al. 2011) and bleaching events (Riegl et
al. 2011). Minimizing or reversing the continuing
degradation of these reefs is critical to prevent signif-
icant erosion of ecosystem services and goods (Shep-
pard et al. 2010), but the recovery and resilience of
coral populations in the Gulf will be very much
dependent on local levels of reproduction, pre- and
post-settlement processes, and recruitment.

Research of coral settlement in the Gulf has been
limited to a few small-scale studies conducted mainly
in the United Arab Emirates (Burt et al. 2009, 2010).
Burt et al. (2009) examined coral settlement at 4 sites
(2 breakwaters and 2 patch reefs) over 1 yr in Dubai
to determine whether the different construction
materials commonly used to build breakwaters influ-
enced settlement. Coral settlement varied by an
order of magnitude among sites, ranging from <0.3
spat tile−1 yr−1 to 4.9 spat tile−1 yr−1, possibly due to
spatial variation in the abundance of adult corals and
localized settlement (Burt 2009). However, there
have not been any systematic studies of coral settle-
ment to establish the seasonality in settlement, or
explicitly testing for spatial variation in rates of set-
tlement relative to local abundance and composition
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of adult corals. The specific objectives of this study
were to (1) examine the spatio-temporal variability of
coral settlement at 6 sites for 8 seasons over 2 yr
along the coast of Dubai (United Arab Emirates), (2)
determine the taxonomic composition of coral spat
and (3) explore the relationship between adult coral
assemblages and coral spat among different families.

MATERIALS AND METHODS

Study area

This study was conducted in the southern basin of
the Persian Gulf along the coast of Dubai (Fig. 1).
Most of the sea floor in this area is shallow (<10 m)
and dominated by sand and silt substrates, making
it unsuitable for coral settlement (Sheppard et al.
1992, Riegl 1999). Suitable settlement substrate is
restricted to small (<1000 m2), isolated areas of
exposed limestone ‘caprock’, which occur mainly to
the southwest of Dubai (Sheppard et al. 1992, Riegl
1999). In addition, breakwaters associated with
coastal development in Dubai provide a substantial
amount of hard substrate on which coral and other
benthic fauna recruit (Riegl 1999, Burt et al. 2009).
These breakwaters add over 65 km2 of rocky subtidal
habitat in an area where <10 km2 of natural hard-
bottom habitat occurs (Burt et al. 2008). To test for
spatio-temporal variation in coral settlement, 6 sites
(5 breakwaters and 1 natural reef site) were selected
across ~45 km of coastline in Dubai (Fig. 1).

All sites had comparable water depths that did not
exceed 8 m and similar exposure to environmental
conditions (e.g. wind and waves). Throughout the
Dubai coastline, winds and waves are predominantly
from the northwest (Cavalcante et al. 2010), and
 settlement tiles were placed on exposed portions of
the breakwaters and unsheltered coral patches. In
Dubai, tides are mainly semi-diurnal and all sites
experience similar tidal amplitude, ranging from 0.80
to 1.95 m (Cavalcante et al. 2010). The prevailing
coastal currents move from west to east, are rela-
tively slow (0.25 to 0.40 m s−1) and consistent
throughout much of Dubai (Cavalcante et al. 2010).

Settlement patterns

To measure settlement, 25 unglazed settlement
tiles (10 × 10 × 1.5 cm) were attached to the substrate
at each site. Five tiles were attached to each of five
2 m long PVC poles (2.5 cm diameter). Tiles were
spaced ~50 cm apart, and held in place with stainless
steel bolts and wing nuts. A plastic washer was used
to maintain each tile 5 mm above the substrate, fol-
lowing Mundy (2000). At each site, poles were bolted
directly to the substrate with the aid of a pneumatic
drill at ~5 m depth, and separated by a distance of
1.0 to 1.5 m.

Settlement tiles were deployed in the field starting
in March 2009 before the coral spawning season,
which in the southern Gulf occurs predominately
between April and May (Bauman et al. 2011). Tiles

were replaced every 3 mo, thus
defining 4 periods (hereafter referred
to as seasons): March to May
(spring), June to August (summer),
September to November (autumn)
and December to February (winter).
This sampling procedure was re -
peated over a 2 yr study period
(March 2009 to March 2011). Freshly
collected tiles were soaked in diluted
bleach for ~24 to 48 h to remove
organic materials, and then rinsed
and sundried before inspecting for
coral spat. All coral spat were
counted and identified on each tile
using a dissecting microscope (40×
magnification). The majority of coral
spat recorded were often single
corallites <3 mm diameter. At this
early stage of development, the mor-
phology of the corallum is not suffi-

117

5 km

Persian Gulf

30°
N

28°

26°

24°

48° 50° 54°52° 56°

Breakwaters
Reef patch

N

1

2

3

4

5

6U.A.E. Dubai

Iran

Fig. 1. The coast of Dubai (United Arab Emirates) in the southern Persian Gulf
showing the 6 study sites. Sites from west to east: 1 = Jebel Ali Reserve, 2 =
Palm Jebel Ali, 3 = Jebel Ali Port, 4 = Palm Jumeirah, 5 = The World West, and 

6 = The World East



Mar Ecol Prog Ser 499: 115–126, 2014

ciently developed to allow high taxonomic resolu-
tion, and only 3 families (Acroporidae, Pocillopori-
dae, Poritidae) can be reliably distinguished (Babcock
et al. 2003). All other coral spat were categorized as
‘others’. Coral spat that were too damaged to identify
because of overgrowth by other organisms (e.g. bar-
nacles, bryo zoans, sponge) or during retrieval were
listed as ‘unknown’.

Local coral assemblages

Prior to the deployment of settlement tiles, coral
assemblages were surveyed at each site using photo-
quadrats. At each site, 6 replicate 30 m long line
 transects were photographed at 3 m intervals using a
0.25 m2 quadrat for a total of 66 quadrats per site (or
16.5 m2 of sampled area). Sampling was standardized
to ~5 m depth, the same depth as settlement tiles.
Images were analyzed using CPCe version 5 (Kohler
& Gill 2006) using 50 randomly distributed points.
Scleractinian (hard) corals underlying each point
were identified to species. Data from images were
then pooled for each transect at each site to provide
mean estimates of percent coral cover.

Seawater temperature

Seawater temperature was recorded at each site
using Hobo Tidbit v2 water temperature loggers
(±0.2°C resolution). At each site, one logger was
attached directly to the substrate at approximately
the same depth as the settlement tiles. Loggers were
set to record hourly, and were retrieved, downloaded
and changed each time settlement tiles were
replaced (i.e. every 3 mo). All 6 loggers were cross-
calibrated prior to each deployment. Initial screening
of the temperature data revealed that daily seawater
temperatures (mean, high and low) did not vary
among sites, therefore temperature records were
pooled across all sites and the overall daily mean
temperature and range calculated.

Data analysis

Mean densities of coral spat on each tile were esti-
mated seasonally for each site for both years, and
data were log (x + 1) transformed prior to analysis.
Despite transformation, data were significantly non-
normal (Shapiro-Wilks W = 0.41, p < 0.001). There-
fore, to test for overall spatio-temporal variation in

coral settlement, a permutation-based analysis of
variance (Anderson & Ter Braak 2003) was used to
compare the density of spat among sites, sampling
seasons (spring, summer, autumn and winter) and
years (2009–2010 and 2010–2011). This procedure is
formally equivalent to a standard ANOVA, but the
flexibility and robustness of the permutation ap -
proach improves the necessity for variables to fulfill
standard assumptions, such as normality (Anderson
& Ter Braak 2003). Where significant differences
were detected (p < 0.05), pairwise multiple compar-
isons were performed using Bonferroni adjusted
p-values to determine which means differed signifi-
cantly. The density of spat for each family was
 compared among sites for each season when settle-
ment was observed (summer and autumn) and year
using the same procedure (i.e. permutation-based
ANOVA), and further investigated using pairwise
multiple comparisons. Kendall’s coefficient of concor-
dance analysis with correction for tied values was
then used to determine whether relative ranks of
sites according to mean settlement were consistent
among seasons (Zar 2010). The relative abundance of
coral cover was then compared among sites, and dif-
ferences in percent live coral cover and abundance of
dominant coral genera, were tested with 1-way
ANOVAs. Tukey’s post-hoc tests were used to iden-
tify significantly different groups. Percent coral cover
data were sin−1 √x transformed prior to analyses. The
assumptions of normality and homogeneity of vari-
ance were tested through graphical analyses of
residuals. Spearman’s rank-order correlation was
used to analyze the relationship between mean per-
cent coral cover and mean settlement for each family
and spat categorized as other.

RESULTS

Temporal and spatial coral settlement patterns

A total of 1023 coral spat were observed over 2 yr.
The majority of spat (98.8%) were found on the bot-
tom of the tiles, 1.2% on the sides, and no spat on the
top. The mean number of spat per tile ranged from 0
(March to May and December to February for all
sites in both years) to 8.61 (June to August 2010 at
site 4), and the maximum number of spat observed
on one tile was 21. The most prominent patterns in
total coral settlement were the strong seasonality
with peak settlement in the summer (3.2 spat tile−1 ±
0.21 SE) followed by a smaller settlement pulse in the
autumn, while no coral spat were observed in the
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winter or spring in either year (Fig. 2). Also striking
was the temporal consistency in the rank order
among sites in total coral settlement; this despite the
dramatic differences in the abundance of spat among
seasons and less so between years.

The total abundance of coral spat differed signifi-
cantly among sites, seasons and years but the spatial
patterns were temporally confounded (Table 1).
Coral settlement was highest between June and
August (summer) at all sites in both years (Bonferroni
adjusted p-values, p > 0.001 each, Fig. 2) except site
3 (p = 0.306). In addition to differences among sea-
sons, there were also differences in settlement
among sites, and these varied seasonally (Fig. 2). Site
4 had the highest settlement of all sites during every

season in which spat were observed, but this was sig-
nificant only in the summer (p < 0.001). The total
abundance of coral spat at site 4 (pooled between
years) during the summer was 3- to 4-fold higher
than spat on sites 1, 2, 5 and 6, and 17-fold higher
than site 3. In contrast, site 3 consistently had the
lowest settlement of all sites, and this was significant
compared with the other sites during the peak settle-
ment periods: summer 2009 and 2010 (p < 0.001). All
other sites had comparable levels of settlement every
season (p > 0.05, Fig. 2).

The most common coral spat belonged to the taxa
categorized as ‘others’ (61%) followed by the families
Poritidae (27%) and Acroporidae (11%). No Pocillo-
poridae were observed, and damaged coral spat clas-
sified as ‘unknown’ accounted for <1%. Coral spat
categorized as ‘others’ were the most abundant spat
in both seasons (summer and autumn) and in both
years (i.e. pooled among sites; Fig. 3). The abun-
dance of other spat varied significantly among sites
and seasons in both years (Table 2). Other spat were
significantly more abundant between June and
August than September and November on all sites in
both years (Bonferroni adjusted p-values, p < 0.005,
Fig. 4a). Mean settlement of ‘others’ was highest at
sites 4 and 6 in all seasons (p < 0.001, Fig. 4a). Site 4
had 2.4 to 3.6 times the mean settlement of site 6, and
3.3 to 3.9 times the mean settlement of the next high-
est site. Site ranks were concordant among all settle-
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Source df MS F p

Season 3 7.67 128.47 0.003
Site 5 0.491 489.89 0.001
Year 1 0.16 210.90 0.001
Season × Site 15 0.24 309.14 0.001
Season × Year 5 0.005 77.12 0.001
Year × Site 3 0.001 1.29 0.298
Site × Season × Year 15 0.0006 0.76 0.598
Total 47 0.033

Table 1. Results from permutation-based analysis of vari-
ance tests comparing mean spat densities among seasons
(spring, summer, autumn, winter) sites (1 to 6) and years
(2009–2010 and 2010–2011) using type III sums of squares
based on 999 permutations under a reduced model. Values 

in bold are significant (p < 0.05)
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ment seasons (Wc = 0.93, (χr
2)c = 27.2, p = 0.001); how-

ever, a significant Season × Site interaction indicated
variation in the magnitude of differences among sites
depending on time of year (Table 2).

Settlement of Poritidae spat also varied signifi-
cantly among sites and seasons in both years
(Table 2). Overall mean Poritidae settlement was
highest on site 4 (p < 0.005), and second highest at
site 6 all seasons (Fig. 4b). Site 4 had 1.6 to 2.2 times
the mean settlement of site 6, and 1.85 to 2.5 times
the mean settlement of sites 1 to 3 and 5. Site ranks
were concordant among all seasons (Wc = 0.83, (χr

2)c

= 23.1, p < 0.01); however, a significant Season × Site
interaction indicated variation in the magnitude of
differences among sites depending on time of year
(Table 2). The family Acroporidae, the least abun-
dant spat, differed significantly among sites and sea-
sons (Table 2). Acroporidae spat were significantly
more abundant between June and August than Sep-
tember and November (p < 0.005, Fig. 4c). Acropori-
dae settlement was consistently higher at sites 1 and
2 than all other sites in both years (p < 0.001, Fig. 4c).
Site 1 and 2 had between 2.7 and 5.6 times the mean
settlement of sites 3, 4 and 6 and almost 13 times the
mean settlement of site 5. Site ranks were highly con-
cordant among seasons (Wc = 0.67, (χr

2)c = 18.1, p <
0.025), and despite changes in rank order of low set-
tlement sites, there was no significant Season × Site
interaction (Table 2), indicating that the magnitude
of relative differences among sites were consistent.
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Source df MS F p

(a) Others
Season 3 4.15 260.52 <0.015
Site 5 0.402 120.81 <0.001
Year 1 0.047 25.91 <0.001
Season × Site 15 0.210 115.28 <0.001
Season × Year 5 0.015 8.77 0.063
Year × Site 3 0.032 1.83 0.161
Site × Season × Year 15 0.013 0.54 0.612
Error 47 0.019

(b) Poritidae
Season 3 2.10 248.51 <0.014
Site 5 0.103 51.48 <0.001
Year 1 0.025 26.12 <0.001
Season × Site 15 0.045 47.42 <0.001
Season × Year 5 0.035 2.36 0.070
Year × Site 3 0.006 0.414 0.133
Site × Season × Year 15 0.009 0.256 0.618
Error 47 0.015

(c) Acroporidae
Season 3 0.689 34.52 <0.005
Site 5 0.003 14.29 <0.005
Year 1 0.006 1.32 0.285
Season × Site 15 0.004 0.94 0.554
Season × Year 5 0.002 0.46 0.702
Year × Site 3 0.0003 0.005 0.998
Site × Season × Year 15 0.004 0.003 0.956
Error 47

Table 2. Permutation-based analysis of variance results
comparing (a) Others (b) Poritidae and (c) Acroporidae
mean spat densities among seasons, sites and years using
type III sums of squares based on 999 permutations under a 

reduced model. Values in bold are significant (p < 0.05)
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Local coral assemblage structure

Coral cover differed significantly among the sites
(F = 191.45, df = 5,30, p < 0.001), with significantly
higher coral cover at sites 1 and 3 than all other sites
(Fig. 5). The most common genera were Porites
(35.7 ± 3.1%), Cyphastrea (25.3 ± 4.6%), Platygyra
(18.1 ± 2.8%), Acropora (7.9 ± 1.0%) and Favia (9.8 ±
0.7%). Collectively, these 5 genera accounted for
>96% of the total coral cover across all sites, while
other genera accounted for <3% of total coral cover.
Percent cover of the common coral genera differed
significantly among all sites: Porites, F = 53.70, df = 5,
30, p < 0.001; Cyphastrea, F = 167.77, df = 5, 30, p <
0.001; Platygyra, F = 112.59, df = 5, 30, p < 0.001;
Acropora, F = 9.52, df = 5, 30, p < 0.001; and Favia,
F = 23.65, df = 5, 30, p < 0.001 (Fig. 5). Percent cover
of Porites was highest on sites 1 (21.9 ± 2.3%) and 3
(10.2 ± 1.6%) than the other sites (2, 4 to 6), which all
had <4% cover. Faviids (including Cyphastrea,
Platygyra and Favia spp.) were most abundant on
site 3 (48.5 ± 4.6%) (Fig. 5), while Acropora cover
was only recorded at sites 1 to 3 (Fig. 5).

Mean density of coral spat and mean percent coral
cover at the family level were positively correlated in
the family Acroporidae (Spearman’s R = 0.625, p =
0.033, Fig. 6a). However, significant correlations were
not observed at the family level for either Poritidae
(Spearman’s R = 0.431, p = 0.112) or spat identified as
‘others’ (Spearman’s R = 0.200, p = 0.606) (Fig. 6b,c).

Seawater temperatures

Mean annual water temperatures pooled among
sites in the southern Gulf showed negligible differ-
ences between years: 28.34°C (±0.13 SE) between
March 2009 and 2010 and 28.51°C (±0.18 SE) be -
tween March 2010 and 2011. Mean annual tempera-
ture ranges varied considerably in both years: 16.4°C
between March 2009 and 2010 and 16.9°C between
March 2010 and 2011. The mean warmest and mean
coldest month in both years were identical, with
highest temperatures recorded in August (34.9°C in
2009 and 35.2°C in 2010) and the lowest tempera-
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tures recorded in February (18.5°C in 2010 and
18.3°C in 2011). Summer mean temperatures (i.e.
June to August), when the majority of coral spat were
observed, were 34.11°C (±0.11 SE) in 2009 and
34.23°C (±0.14) in 2010 (Fig. 7). Moreover, tempera-
ture loggers re corded temperatures ≥35°C a total of
17 d in 2009, and 23 d in 2010 between July and
August.

DISCUSSION

Coral settlement in Dubai showed a high degree of
spatio-temporal variation consistent with patterns
reported from other marginal reef environments in
the Indo-Pacific (Harriott & Banks 1995, Glassom et
al. 2004, Nakamura & Sakai 2010). Overall, rates of
coral settlement in Dubai were low (~121 spat m−2

yr−1), but well within the range of values reported
from other high-latitude marginal reefs, including
the Solitary Islands (132 spat m−2 yr−1; Harriott &
Banks 1995) and Taiwan (~111 spat m−2 yr−1; Soong
et al. 2003). Coral settlement was highly seasonal
with peak settlement in the summer followed by a
much smaller settlement pulse in the autumn, while
no settlement occurred during spring or winter.

Interestingly, peak settlement occurred when daily-
mean temperatures were ~34°C (June to August),
which is above the typical temperatures at which sig-
nificant increases in larval mortality occur (Edmunds
et al. 2001, Bassim & Sammarco 2003, Putnam et al.
2008, Chua et al. 2013). In particular, Baird et al.
(2006) and Randall & Szmant (2009) showed that few
coral larva can survive at seawater temperatures
>32°C, in Japan and the Caribbean, respectively.
The fact that coral settlement is occurring at 34°C
indicates that these species have adapted to the
extreme environmental conditions in the Gulf.

Highly seasonal patterns of coral settlement are
expected because the reproductive output of many
coral species is highly seasonal (Baird et al. 2009).
Coral species in the southern Gulf (e.g. Acroporidae
and Faviidae) also exhibit highly seasonal reproduc-
tive patterns (Bauman et al. 2011); however, no coral
spat were ob served during the peak reproductive
period from April to May. Given that comparable
coral spawning times have been reported from other
locations in the region, including Kuwait (Harrison
1995) and Saudi Arabia (Fadlallah 1996), this was
unexpected. Moreover, spawning slicks have previ-
ously been observed in April and May along the
coast of Abu Dhabi southwest of Dubai (J. Burt pers.
comm.). Nonetheless, higher rates of coral settlement
outside major spawning events do occur (Babcock
1988, Soong et al. 2003). Babcock (1988), for exam-
ple, found higher settlement of acroporid species be -
tween mid-January and March than in the months
following the major spawning period (November/
December) on the central Great Barrier Reef (GBR),
and suggested that the unusual patterns were caused
by strong winds prevailing at the time of spawning
that transported larvae off the reef. Likewise, coral
larvae in Dubai may have been carried away from
reefs due to strong offshore sea breezes generated
during the springtime warming of the Arabian Desert
(Sheppard et al. 1992, Riegl & Purkis 2012) or from
sudden strong wind events known as Shamals. His-
torical wind records indicate a Shamal wind event
(25 to 30 knots) oc curred during the April 2009
spawning event (Dubai Municipality: www. dubai
coast.ae). Short duration Shamal events (24 to 36 h)
are considered important wave-generating winds
that modify current-strength and flow patterns (Riegl
& Purkis 2012).

Given that coral larvae can survive in the water
column for periods exceeding 100 d (Graham et al.
2008), and still complete metamorphosis thereafter
(Connolly & Baird 2010), coral spat observed from
June to August may have originated from corals
that spawned in either April or May. Recent re -
search has shown that coral larvae can extend their
longevity in the plankton by rapidly reducing their
metabolic rates shortly after competency (Graham
et al. 2013a). Furthermore, delayed settlement of
coral larvae has been shown to have no deleterious
effects on post-settlement survival or growth (Gra-
ham et al. 2013b). Delayed larval settlement (i.e. the
potential to remain in the water column for ex -
tended periods of time) is likely to have positive
demographic consequences for broadcast-spawning
reef-building corals because it increases larval dis-
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persal potential, notably en hancing population con-
nectivity (Graham et al. 2013b). Accordingly, it is
also possible that the influx of coral spat from June
to August originated from coral populations on
other reefs, such as the many offshore islands in the
Gulf, where corals may spawn at slightly different
times compared with those on shallower coastal
reefs. Well-developed coral populations on these
islands appear well-connected to populations along
the UAE coast, based on their position directly
within the major current system of the Gulf (Riegl &
Purkis 2012). Riegl et al. (2011) suggested that lar-
vae from these populations are likely responsible for
the strong regeneration of coral populations in
Dubai and Abu Dhabi (Burt et al. 2008, Riegl &
Purkis 2009) following recurrent severe bleaching
and mortality events in 1996 and 1998.

An alternative explanation for discrepancies be -
tween peak timing of settlement, relative to peak
spawning (Bauman et al. 2011), may relate to differ-
ences in the taxonomy of coral considered in each of
these studies. At least some corals in the Gulf may
release gametes outside of predicted spawning peri-
ods (Baird & Guest 2009, Baird et al. 2009). For exam-
ple, many Acropora species on the GBR spawn up
to 2 mo later than previously documented (Baird &
Guest 2009, Baird et al. 2009). Clearly, an extended
reproductive season is likely to lead to an extended
period of coral settlement, at least in some years.
Similarly, reports from Dubai (Bauman et al. 2011)
and Kuwait (Harrison et al. 1997) found that some
species in the Gulf may have extended spawning
seasons during late spring and early summer. Bau-
man et al. (2011) found mature colonies of Cyphas-
trea microphthalma prior to the full moon in June,
while colonies of Platygyra daedalea were observed
spawning in Kuwait after the full moon in June (Har-
rison et al. 1997). It is therefore likely that a propor-
tion of the coral spat observed from June to August
in Dubai were the result of extended reproductive
cycles in some species. Clearly, further research on
the reproductive biology and larval ecology of coral
species in the Gulf is necessary to improve our
understanding of the temporal patterns of coral set-
tlement in this area.

Aside from the apparent temporal patterns, the
results also showed strong, consistent spatial het-
erogeneity in coral settlement with marked variation
in the abundance of coral spat among the 6 sites.
Most interestingly, there were significantly higher
numbers of coral spat at site 4 compared with the
other sites, and its recurrence among all sampling
seasons when spat were observed, suggesting that

this is possibly a product of natural systematic pro-
cesses rather than chance events (Fig. 2). Sites that
receive consistently higher levels of settlement are
known as ‘re cruitment hotspots’ (sensu Booth et al.
2000), and may be crucial to the persistence of pop-
ulations (Eagle et al. 2012). Recent studies suggest
that both deterministic and stochastic processes
may affect settlement variation at these scales
(Eagle et al. 2012). For example, Eagle et al. (2012)
recently detected ‘hotspots’ in the lagoon and on the
reef slopes at One Tree Island on the southern GBR
for different coral families (i.e. Pocilliporidae, Poriti-
dae and Acroporidae). Results indicated that the
rank order of settlement among sites at One Tree
Island may be highly predictable, even though the
magnitude of differences may vary from year to
year (Eagle et al. 2012). Although there was congru-
ence among hotspots for different families of coral
spat, hotspots were associated with differences in
water flow (i.e. hydrodynamics) and the abundance
of adult conspecifics. Further work is required to
determine the specific mechanisms behind the pat-
terns of settlement observed at site 4, and whether
this is an annual reoccurrence.

The composition of coral spat in Dubai differed
considerably from those reported on most reefs in
the Indo-Pacific (Fisk & Harriott 1990, Baird &
Hughes 1997, Hughes et al. 2000) because there
were few Acroporidae coral spat and no Pocillipori-
dae. Most coral assemblages in the Indo-Pacific are
dominated by spat from the families Acroporidae
Pocilloporidae or Poritidae (e.g. Hughes et al. 1999,
Glassom et al. 2004). These differences are readily
explainable by the adult assemblage structure in
the southern Gulf, with Faviidae and Poritidae
accounting for >89% of the total coral cover. More-
over, the family Pocilliporidae was notably absent
throughout this study. Al though Pocilloporidae is
among the most widespread and ecologically toler-
ant coral families in the Indo-Pacific (Veron 2000), it
is rare throughout much of the Gulf (Sheppard et al.
1992, Riegl 1999, Burt et al. 2008). More important,
however, is the loss of the formerly dominant Acrop-
ora species on these reefs prior to recurrent bleach-
ing events (Riegl 1999, Riegl et al. 2011), which now
appears to be affecting the supply of coral spat.
Given the increasing incidence of severe bleaching
events in the Gulf (Riegl & Purkis 2012), it is un -
likely that Acropora species will in crease in abun-
dance any time soon.

Apart from taxonomic dissimilarities of coral spat
on reefs in Dubai and the rest of the Indo-Pacific,
there were also marked differences in the composi-
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tion of coral spat and the corresponding local abun-
dance of adult corals among individual sites. The
results indicated that an apparent positive correla-
tion (sensu Caley et al. 1996) exists for Acroporidae at
very fine spatial scales (>1 km), but not for Poritidae
or other corals. These results require cautious inter-
pretation, however, because we did not measure
fecundity simultaneously with rates of settlement
(Hughes et al. 2000) or assess the importance of post-
settlement processes (Gosselin & Qian 1997). Penin
et al. (2010), for example, found a positive relation-
ship between the distribution of adult colonies and
juvenile corals (1 to 5 cm diameter) in French Polyne-
sia, but no relationship between adults and newly
settled spat (corals ≤3 mo old); they implicated fish
grazing as the source of post-settlement mortality on
recruits. Newly settled corals often experience high
mortality rates due to overgrowth by macroalgae,
competition from other benthic organisms, sedimen-
tation and predation (see review by Ritson-Williams
et al. 2009). Given the importance of the early post-
settlement period in the life cycle of corals, it is highly
likely that these processes are also contributing to
the structuring of coral assemblages in the Gulf, and
therefore warrants further examination.

In summary, coral settlement rates in the Persian
Gulf are low but highly seasonal despite the extreme
environmental conditions (i.e. seawater tempera-
tures) and high frequency disturbance events (i.e.
bleaching). Importantly, there is clear evidence of
ongoing coral settlement. However, the composition
of coral spat was highly distinct from other regions in
the Indo-Pacific, reflecting the current local condition
of the adult assemblages (Riegl & Purkis 2009, Riegl
et al. 2011). Furthermore, the current patterns of set-
tlement reinforce previous claims of long-term shifts
in community structure away from formerly domi-
nant Acropora species towards more robust coral
species (Poritidae and Faviidae) that are more resist-
ant to ongoing disturbances (Riegl & Purkis 2009).
Although corals in the Persian Gulf have clearly
adapted to the extremes experienced, it appears
unlikely that they can maintain the current assem-
blage structure in the face of sustained and ongoing
disturbances.

Acknowledgements. We thank M. Bernardo, K. Al Janahi, L.
Vanneyre and the Emirates Marine Environmental Group
(EMEG) for assistance with field and laboratory work. This
research was funded in part by the United Nations Univer-
sity INWEH joint project with Nakheel PJSC, ARC Centre of
Excellence for Coral Reef Studies at James Cook University
and New York University-Abu Dhabi.

LITERATURE CITED

Albright R, Mason B (2013) Projected near-future levels of
temperature and pCO2 reduce coral fertilization success.
PLoS ONE 8: e56468

Anderson MJ, Ter Braak CJF (2003) Permutation tests for
multi-factorial analysis of variance. J Statist Comput
Simulation 73: 85−113

Babcock RC (1988) Fine-scale spatial and temporal patterns
in coral settlement. Proc 6th Int Coral Reef Symp,
Townsville 2: 635−639

Babcock RC, Baird AH, Piromvaragorn S, Thomson DP,
Willis BL (2003) Identification of scleractinian coral
recruits from Indo-Pacific reefs. Zool Stud 42: 211−226

Baird AH, Guest JR (2009) Spawning synchrony in scler -
actinian corals:  Comment on Mangubhai & Harrison
(2008). Mar Ecol Prog Ser 374: 301−304

Baird AH, Hughes TP (1997) Spatial variation in coral
recruitment around Lizard Island, Australia. Proc 8th Int
Coral Reef Symp, Panama City 2: 1207−1210

Baird AH, Gilmour JP, Kamiki TM, Nonaka M, Pratchett MS,
Yamamoto HH, Yamasaki H (2006) Temperature toler-
ance of symbiotic and non-symbiotic coral larvae. Proc
10th Int Coral Reef Symp, Okinawa 1:38–42

Baird AH, Birrel CL, Hughes TP, McDonald A and others
(2009) Latitudinal variation in reproductive synchrony in
Acropora assemblages:  Japan vs. Australia. Galaxea 11: 
101−108

Bassim K, Sammarco P (2003) Effects of temperature and
ammonium on larval development and survivorship in a
scleractinian coral (Diploria strigosa). Mar Biol 142: 
241−252

Bauman AG, Baird AH, Cavalcante GH (2011) Coral repro-
duction in the world’s warmest reefs:  southern Persian
Gulf (Dubai, United Arab Emirates). Coral Reefs 30: 
405−413

Baums IB, Paris CB, Chérubin LM (2006) A bio-oceano-
graphic filter to larval dispersal in a reef-building coral.
Limnol Oceanogr 51: 1969−1981

Bellwood DR, Hughes TP, Folke C, Nyström M (2004) Con-
fronting the coral reef crisis. Nature 429: 827−833

Booth DJ, Kingsford MJ, Doherty PJ, Beretta GA (2000)
Recruitment of damselfishes in One Tree Island lagoon: 
persistent interannual spatial patterns. Mar Ecol Prog
Ser 202: 219−230

Burt J, Bartholomew A, Usseglio P (2008) Recovery of corals
a decade after bleaching in Dubai, United Arab Emi-
rates. Mar Biol 154: 27−36

Burt J, Bartholomew A, Bauman A, Saif A, Sale PF (2009)
Coral recruitment and early benthic community develop-
ment on several materials used in the constructions of
artificial reefs and breakwaters. J Exp Mar Biol Ecol 373: 
72−78

Burt J, Feary D, Usseglio P, Bauman A, Sale PF (2010) The
influence of wave exposure on coral community develop-
ment on man-made breakwater reefs, with a comparison
to a natural reef. Bull Mar Sci 86: 839−859

Byrne M (2011) Impact of ocean warming and ocean acidifi-
cation on marine invertebrate life history stages:  vulner-
abilities and potential for persistence in a changing
ocean. Oceanogr Mar Biol Annu Rev 49: 1−42

Caley MJ, Carr MH, Hixon MA, Hughes TP, Jones GP,
Menge BA (1996) Recruitment and the local dynamics of
open marine populations. Annu Rev Ecol Syst 27: 
477−500

124

http://dx.doi.org/10.1146/annurev.ecolsys.27.1.477
http://dx.doi.org/10.5343/bms.2009.1013
http://dx.doi.org/10.1016/j.jembe.2009.03.009
http://dx.doi.org/10.1007/s00227-007-0892-9
http://dx.doi.org/10.3354/meps202219
http://dx.doi.org/10.1038/nature02691
http://dx.doi.org/10.4319/lo.2006.51.5.1969
http://dx.doi.org/10.1007/s00338-010-0711-5
http://dx.doi.org/10.3755/galaxea.11.101
http://dx.doi.org/10.3354/meps07838
http://dx.doi.org/10.1080/00949650215733
http://dx.doi.org/10.1371/journal.pone.0056468


Bauman et al.: Coral settlement in the Persian Gulf

Cavalcante GH, Kjerfve B, Feary DA, Bauman AG, Usseglo
P (2010) Water currents and water budget in a coastal
mega-structure, Palm Jumeirah lagoon, Dubai, UAE.
J Coast Res 27: 384−393

Chua CM, Leggat W, Moya A, Baird AH (2013) Temperature
affects the early life history stages of corals more than
near future ocean acidifications. Mar Ecol Prog Ser 475: 
85−92

Connell JH, Hughes TP, Wallace CC (1997) A 30-year study
of coral abundance, recruitment, and disturbance at sev-
eral scales in space and time. Ecol Monogr 67: 461−488

Connolly SR, Baird AH (2010) Estimating dispersal potential
for marine larvae:  dynamic models applied to scleractin-
ian corals. Ecology 91: 3572−3583

Diaz-Pulido G, McCook LJ, Dove S, Berkelmans R and oth-
ers (2009) Doom and boom on a resilient reef:  climate
change, algal overgrowth and coral recovery. PLoS ONE
4: e5239

Dove SG, Hoegh-Guldberg O (2006) The cell physiology of
coral bleaching. In:  Phinney JT, Hoegh-Guldberg O,
Kleypas J, Skirving W, Strong A (eds) Coral reefs and
 climate change:  science and management. American
Geophysical Union, Washington, DC, p 55−71

Eagle JV, Baird AH, Jones GP, Kingsford MJ (2012) Recruit-
ment hotspots:  consistent spatial patterns in the relative
abundance of coral recruits at One Tree Island, Australia.
Galaxea 14: 5−22

Edmunds PJ (2000) Patterns in the distribution of juvenile
corals and coral reef community structure in St. John, US
Virgin Islands. Mar Ecol Prog Ser 202: 113−124

Edmunds P, Gates R, Gleason D (2001) The biology of larvae
from the reef coral Porites astreoides, and their response
to temperature disturbances. Mar Biol 139: 981−989

Fadlallah YH (1996) Synchronous spawning of Acropora
clathrata coral colonies from the western Arabian Gulf
(Saudi Arabia). Bull Mar Sci 59: 209−216

Fisk DA, Harriott VJ (1990) Spatial and temporal variation in
coral recruitment on the Great Barrier Reef: implications
for dispersal hypotheses. Mar Biol 107:485–490

Gaines S, Roughgarden J (1985) Larval settlement rate:  a
leading determinant of structure in an ecological com-
munity of the marine intertidal zone. Proc Natl Acad Sci
USA 82: 3707−3711

Gardner TA, Cote IM, Gill JA, Grant A, Watkinson AR
(2003) Long-term region-wide declines in Caribbean
corals. Science 301: 958−960

Gilmour JP, Smith LD, Heyward AJ, Baird AH, Pratchett MS
(2013) Recovery of an isolated coral reef system follow-
ing severe disturbance. Science 340: 69−71

Glassom D, Zakai D, Chadwick-Furman NE (2004) Coral
recruitment:  a spatio-temporal analysis along the coast-
line of Eilat, northern Red Sea. Mar Biol 144: 641−651

Gosselin LA, Qian PY (1997) Juvenile mortality in benthic
marine invertebrates. Mar Ecol Prog Ser 146: 265−282

Graham EM, Baird AH, Connolly SR (2008) Survival dynam-
ics of scleractinian coral larvae and implications for dis-
persal. Coral Reefs 27: 529−539

Graham EM, Barid AH, Connolly SR, Sewell MA, Willis BL
(2013a) Rapid declines in metabolism explain extended
coral larval longevity. Coral Reefs 32: 539−549

Graham EM, Baird AH, Willis BL, Connolly SR (2013b)
Effects of delayed settlement on post-settlement growth
and survival of scleractinian coral larvae. Oecologia 173: 
431−438

Guest JR, Baird AH, Maynard JA, Muttaqin E and others

(2012) Contrasting patterns of coral bleaching suscepti-
bility in 2010 suggest an adaptive response to thermal
stress. PLoS ONE 7: e33353

Harriott VJ, Banks SA (1995) Recruitment of scleractinian
corals in the Solitary Islands Marine Reserve, a high lati-
tude coral-dominated community in Eastern Australia.
Mar Ecol Prog Ser 123: 155−161 

Harrison PL (1995) Status of the coral reefs of Kuwait. Final
report to the United Nations Industrial Development
Organization and the United Nations Development Pro-
gramme. UNIDO and UNDP, Vienna

Harrison PL, Wallace CC (1990) Reproduction, dispersal and
recruitment of scleractinian corals. In:  Dubinsky Z (ed)
Ecosystems of the world, Vol 25. Coral Reefs. Elsevier,
New York, NY, p 133−207

Harrison PL, Alhazeem SH, Alsaffar AH (1997) The ecology
of coral reefs in Kuwait and the effects of stressors on
corals. Kuwait Institute for Scientific Research. Report
No. KISR 4994, Kuwait

Hughes TP (1994) Catastrophes, phase shifts, and large-
scale degradation of a Caribbean coral reef. Science
265:1547–1551

Hughes TP, Tanner JE (2000) Recruitment failure, life histo-
ries, and long-term decline of Caribbean corals. Ecology
81: 2260−2263

Hughes TP, Baird AH, Dinsdale EA, Moltschaniwskyj NA,
Pratchett MS, Tanner JE, Willis BL (1999) Patterns of
recruitment and abundance along the Great Barrier
Reef. Nature 397: 59−63

Hughes TP, Baird AH, Dinsdale EA, Moltschaniwskyj NA,
Pratchett MS, Tanner JE, Willis BL (2000) Supply-side
ecology works both ways:  the link between benthic
adults, fecundity and larval recruits. Ecology 81: 
2241−2249

Hughes TP, Baird AH, Bellwood DR, Card M and others
(2003) Climate change, human impacts, and the resili-
ence of coral reefs. Science 301: 929−933

Hughes TP, Baird AH, Dinsdale EA, Moltschaniwskyj NA,
Pratchett MS, Tanner JE, Willis BL (2012) Assembly rules
of reef corals are flexible along a steep climatic gradient.
Curr Biol 22: 736−741

IPCC (Intergovernmental Panel on Climate Change) (2007).
Climate change 2007: the physical science basis. Contri-
bution of Working Group I to the Fourth Assessment
Report of the Intergovernmental Panel on Climate
Change. Cambridge University Press, Cambridge

Jones CG, Lawton JH, Shachak M (1994) Organisms as eco-
system engineers. Oikos 69: 373−386

Kohler KE, Gill SM (2006) Coral Point Count with Excel
extensions (CPCe): A visual basic program for the deter-
mination of coral and substrate coverage using random
point count methodology. Comput Geosci 32:1259–1269

Marshall PA, Baird AH (2000) Bleaching of corals on the
Great Barrier Reef:  differential susceptibilities among
taxa. Coral Reefs 19: 155−163

McClanahan TR, Weil E, Cortés J, Baird AH, Ateweberhan
M (2009) Consequences of coral bleaching for sessile
reef organisms. In:  van Oppen MJH, Lough JM (eds)
Coral bleaching. Springer-Verlag, Berlin, p121−138

Mundy C (2000) An appraisal of methods used in coral
recruitment studies. Coral Reefs 19: 124−131

Nakamura M, Sakai K (2010) Spatiotemporal variability in
recruitment around Iriomote Island, Ryukyu Archipel-
ago, Japan: implications for dispersal of spawning corals.
Mar Biol 157:801–810

125

http://dx.doi.org/10.1007/s00227-009-1363-2
http://dx.doi.org/10.1007/s003380000081
http://dx.doi.org/10.1007/s003380000086
http://dx.doi.org/10.1016/j.cageo.2005.11.009
http://dx.doi.org/10.2307/3545850
http://dx.doi.org/10.1016/j.cub.2012.02.068
http://dx.doi.org/10.1126/science.1085046
http://dx.doi.org/10.1890/0012-9658(2000)081[2241%3ASSEWBW]2.0.CO%3B2
http://dx.doi.org/10.1038/16237
http://dx.doi.org/10.1126/science.265.5178.1547
http://dx.doi.org/10.3354/meps123155
http://dx.doi.org/10.1371/journal.pone.0033353
http://dx.doi.org/10.1007/s00442-013-2635-6
http://dx.doi.org/10.1007/s00338-012-0999-4
http://dx.doi.org/10.1007/s00338-008-0361-z
http://dx.doi.org/10.3354/meps146265
http://dx.doi.org/10.1007/s00227-003-1243-0
http://dx.doi.org/10.1126/science.1232310
http://dx.doi.org/10.1126/science.1086050
http://dx.doi.org/10.1073/pnas.82.11.3707
http://dx.doi.org/10.1007/BF01313433
http://dx.doi.org/10.1007/s002270100634
http://dx.doi.org/10.3354/meps202113
http://dx.doi.org/10.1371/journal.pone.0005239
http://dx.doi.org/10.1890/10-0143.1
http://dx.doi.org/10.1890/0012-9615(1997)067[0461%3AAYSOCA]2.0.CO%3B2
http://dx.doi.org/10.3354/meps10077


Mar Ecol Prog Ser 499: 115–126, 2014

Nozawa Y, Harrison PL (2007) Effects of elevated tempera-
ture on larval settlement and post-settlement survival in
scleractinian corals, Acropora soliaryensis and Favites
chinensis. Mar Biol 152: 1181−1185

Oliver J, Babcock R (1992) Aspects of the fertilization ecol-
ogy of broadcast spawning corals:  sperm dilution effects
and in situ measurements of fertilization. Biol Bull 183: 
409−417

Pandolfi JM, Connolly SR, Marshall DJ, Cohen AL (2011)
Projecting coral reef futures under global warming and
ocean acidification. Science 333: 418−422

Parmesan C (2006) Ecological and evolutionary responses to
recent climate change. Annu Rev Ecol Evol Syst 37: 
637−669

Penin L, Michonneau F, Baird AH, Connolly SR, Pratchett
MS, Kayal M, Adjeroud M (2010) Early post-settlement
mortality and the structure of coral assemblages. Mar
Ecol Prog Ser 408: 55−64

Putnam HM, Edmunds PJ, Fan TY (2008) Effect of tempera-
ture on the settlement choice and photophysiology of lar-
vae from the reef coral Stylophora pistillata. Biol Bull
215: 135−142

Randall CJ, Szmant AM (2009) Elevated temperature affects
development, survivorship, and settlement of Elkhorn
coral, Acropora palmate (Lamarck 1816). Biol Bull 217: 
269−282

Riegl B (1999) Coral communities in a non-reef setting in the
southern Arabian Gulf (Dubai, UAE):  fauna and commu-
nity structure in response to recurrent mass mortality.
Coral Reefs 18: 63−73

Riegl B, Purkis SJ (2009) Model of coral population response
to accelerated bleaching and mass mortality in a chang-
ing climate. Ecol Model 220: 192−208

Riegl BM, Purkis SJ (2012) Coral reefs of the Gulf:  adaptation
to climatic extremes. Coral reefs of the world, Vol. 3.

Springer Science+Business Media, doi:10.1007/978-94-
007-3008-3

Riegl BM, Purkis SJ, Al-Cibahy AS, Abdel-Moati MA,
Hoegh-Guldberg O (2011) Present limits to heat-adapt-
ability in corals and population-level responses to cli-
mate extremes. PLoS ONE 6: e24802

Ritson-Williams R, Arnold SN, Fogarty ND, Steneck RS, Ver-
meij MJA, Paul VJ (2009) New perspectives on ecologi-
cal mechanisms affecting coral recruitment on reefs.
Smithson Contrib Mar Sci 38: 437−457

Sale PF, Feary D, Burt JA, Bauman A and others (2011) The
growing need for sustainable ecological management of
marine communities of the Persian Gulf. Ambio 40: 4−17

Sheppard CRC, Price A, Roberts C (1992) Marine ecology of
the Arabian region:  patterns and processes in extreme
tropical environments. Academic Press, Toronto

Sheppard C, Al-Husiani M, Al-Jamali F, Al-Yamani F and
others (2010) The Gulf:  a young sea in decline. Mar
 Pollut Bull 60: 13−38

Soong K, Chen M, Chen C, Dai C, Fan T, Li J, Fan H (2003)
Spatial and temporal variation of coral recruitment in
Taiwan. Coral Reefs 22: 224−228

Trapon ML, Pratchett MS, Hoey AS, Baird AH (2013) Influ-
ence of fish grazing and sedimentation on the early post-
settlement survival of the tabular coral Acropora
cytherea. Coral Reefs 32:1051–1059

Underwood AJ, Keough MJ (2001) Supply-side ecology:  the
nature and consequences of variations in recruitment of
intertidal organisms. In:  Bertness MD, Gaines SD, Hay
ME (eds) Marine community ecology. Sinauer Associ-
ates, Sunderland, MA, p 183−200

Veron J (2000) Corals of the world. Australian Institute of
Marine Science and CRR Qld Pty, Townsville

Zar JH (2010) Biostatistical analysis. Prentice Hall, Engle-
wood Cliffs, NJ

126

Editorial responsibility: Pei-Yuan Qian,
Kowloon, Hong Kong SAR

Submitted: April 5, 2013; Accepted: November 21, 2013
Proofs received from author(s): February 7, 2014

http://dx.doi.org/10.1007/s00338-013-1059-4
http://dx.doi.org/10.1007/s00338-003-0311-8
http://dx.doi.org/10.1016/j.marpolbul.2009.10.017
http://dx.doi.org/10.1007/s13280-010-0092-6
http://dx.doi.org/10.5479/si.01960768.38.437
http://dx.doi.org/10.1371/journal.pone.0024802
http://dx.doi.org/10.1016/j.ecolmodel.2008.09.022
http://dx.doi.org/10.1007/s003380050156
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&list_uids=20040751&dopt=Abstract
http://dx.doi.org/10.2307/25470694
http://dx.doi.org/10.3354/meps08554
http://dx.doi.org/10.1146/annurev.ecolsys.37.091305.110100
http://dx.doi.org/10.1126/science.1204794
http://dx.doi.org/10.2307/1542017
http://dx.doi.org/10.1007/s00227-007-0765-2

	cite10: 
	cite12: 
	cite14: 
	cite21: 
	cite23: 
	cite16: 
	cite30: 
	cite25: 
	cite18: 
	cite32: 
	cite27: 
	cite41: 
	cite4: 
	cite43: 
	cite50: 
	cite34: 
	cite38: 
	cite52: 
	cite45: 
	cite54: 
	cite47: 
	cite61: 
	cite56: 
	cite49: 
	cite63: 
	cite58: 
	cite29: 
	cite70: 
	cite69: 
	cite5: 
	cite9: 
	cite11: 
	cite13: 
	cite20: 
	cite22: 
	cite15: 
	cite31: 
	cite2: 
	cite40: 
	cite33: 
	cite6: 
	cite37: 
	cite51: 
	cite39: 
	cite46: 
	cite60: 
	cite55: 
	cite48: 
	cite64: 
	cite66: 
	cite59: 
	cite68: 
	cite3: 
	cite7: 


