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Coral reef diversity losses in China’s Greater Bay Area

were driven by regional stressors
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Observations of coral reef losses to climate change far exceed our understanding of historical degradation before
anthropogenic warming. This is a critical gap to fill as conservation efforts simultaneously work to reverse climate
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change while restoring coral reef diversity and function. Here, we focused on southern China’s Greater Bay Area,
where coral communities persist despite centuries of coral mining, fishing, dredging, development, and pollu-
tion. We compared subfossil assemblages with modern-day communities and revealed a 40% decrease in generic
diversity, concomitant to a shift from competitive to stress-tolerant species dominance since the mid-Holocene.
Regions with characteristically poor water quality—high chl-a, dissolved inorganic nitrogen, and turbidity—had
lower contemporary diversity and the greatest community composition shift observed in the past, driven by the
near extirpation of Acropora. These observations highlight the urgent need to mitigate local stressors from devel-

opment in concert with curbing greenhouse gas emissions.

INTRODUCTION

Contemporary environmental monitoring has documented that the
biosphere and associated biogeochemical cycles therein have been
human-dominated for decades (1-4). Concomitant to increasing
human influence is a decline in global biodiversity (1), resulting
from an exponential rise in species extinctions (3), as well as doc-
umented losses in genetic, phylogenetic, and functional diversity
(2). Coral reefs, rich in both biodiversity and economic value, are
severely affected by global change (4). The branching and plating
corals that have been the dominant carbonate producers and frame-
work builders on tropical coral reefs for almost 2 million years may
be “living dead” in the midst of a major Anthropocene extinction
event (5).

Over the last few decades, the impact of anthropogenic activities on
coral reefs has been widely researched. Recent studies consistently
highlight a global state of coral reefloss (6-9). Reef degradation is caused
by widespread mortality and limited recruitment of scleractinian
corals linked to bleaching (10), disease (11), susceptibility to preda-
tors such as the crown-of-thorns sea star (6), physical destruction
(12), and other land-use oriented impacts (13). However, the main
driver(s) of these impacts, their relative importance in causing
coral mortality, and how they interact with one another are still de-
bated (14). Global meta-analyses aimed at resolving this debate have
resulted in conflicting conclusions. Studies have shown the main
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causes of coral mortality to be (i) global factors such as ocean warm-
ing that are not associated with local population density (15), (ii) hu-
man activity such as overfishing leading to decreased coral cover (16),
(iii) cumulative impacts from the “human density effect” causing a
reduction in reef-building organisms (17), or (iv) variable impacts
dependent on location and management (18). However, some have
argued that the natural variability inherent to coral reefs makes gen-
eralizing a single, “smoking gun” stressor impossible, particularly at
a global scale. What is more productive is the understanding that the
future of coral reefs will continue to be controlled by the interaction
of multiple local (e.g., overfishing and eutrophication) and global
(e.g., climate change) human factors (19).

A critical gap that pervades coral reef ecological analyses is a
lack of historical baselines from which to assess the relative im-
pact of human development before the emergence of anthropogen-
ic ocean warming. Without knowledge of pre-Anthropocene coral
community composition, studies using only contemporary data
fail to understand the historical context that shaped modern coral
community assemblages. Therefore, it is difficult to know whether
current ecosystem dynamics are unique, or part of a system’s
natural variability (20). These baselines also provide a necessary
framework to better conserve and manage reef ecosystems for the
future (21, 22). When a study only analyzes modern communities,
conclusions about changes in biodiversity may be confounded by
historical human impacts (23, 24) and the shifting baselines syn-
drome (25).

We argue that the most effective approach for understanding
mechanisms of recent coral declines are case studies that integrate
data from modern and past times at a local to regional scales. This
approach can also be a powerful tool for crafting effective conserva-
tion strategies. Several examples of this approach have highlighted
the role humans have played in causing coral reef degradation be-
fore modern observations (7, 24, 26, 27). Specific studies have iden-
tified the unprecedented decline in fast-growing Acropora (27-29),
which can lead to decreased accretion rates (30) and lower habitat
complexity (31-33) on reefs. Some studies have gone further, leading
to the implementation of successful reef management actions.

10f13



SCIENCE ADVANCES | RESEARCH ARTICLE

By integrating modern ecological surveys with historical data,
Jackson et al. (34) concluded that local factors, mainly overfishing
of herbivorous parrotfish, were associated with Caribbean reefloss/
decline. In response to these findings, areas that have enacted rigor-
ous fishing management have seen increases in parrotfish abundance
and subsequent improvement in reef health and resilience relative
to areas without similar management. Although it is clear that
climate change will ultimately make many reef habitats inhospitable
to corals, the method used by Jackson et al. (34) could identify areas
that would most benefit from local interventions by distinguishing
the relative impact of various stressors at regional scales. Yet, the
majority of ecological studies investigating human impacts on reefs
have been focused in eastern Australia and the Caribbean (35).
Other regions of the world that harbor higher coral diversity, such
as the Central Indo-Pacific, are now lacking in research, creating a
knowledge gap that could inhibit successful management and con-
servation of reefs in the future (35).

Here, we start to fill this gap by looking at spatial diversity varia-
tion through time within China’s “Greater Bay Area” (GBA). The
GBA in China’s southern Guangdong Province is located within the
South China Sea (SCS), ~700 km from the Coral Triangle that har-
bors the greatest coral diversity in the world (Fig. 1). The GBA itself
was created as part of a national development initiative, aimed at
physically and economically linking 11 different megacities into
one megalopolis by 2050 (36). This large-scale development plan
could have catastrophic consequences for the GBA marine environ-
ment, which accounts for more than 25% of all of China’s marine
biodiversity records (37). This biodiversity includes ~90 species of
scleractinian corals (37, 38), which is relatively high for marginal
reefs that commonly host less than 50 species (39-41). The co-
occurrence of high diversity and extreme urbanization [an increase
of >100 million people in the last 40 years; (42)] makes the GBA an
appropriate choice for investigating historical trends in coral com-
munities as a result of severe local stressors and more recent global
change. Corals are a model system to study impacts to the marine
environment as they are fragile animals that can be highly suscep-
tible to human perturbations (43, 44). Presently, the GBA coastal
marine environment includes both coral communities affected by
highly polluted waters outflowing from the Pearl River, as well as
communities influenced by ocean currents with oligotrophic water
just tens of kilometers away. These unique “regions” occur across a
spatial scale small enough to be exposed to identical global forces.
Collectively, they represent an experimental gradient across which
the historical and contemporary impacts of urbanization can be in-
vestigated. Although ideal for investigating regional and local scale
impacts to marine life, there is presently a dearth of coral reef data
for this area (7, 45).

We analyzed coral community composition and diversity across
time and space within the GBA to achieve three main goals: (i) estab-
lish a historical baseline for coral biodiversity in the GBA, (ii) assess
spatial changes in diversity (number of genera) and community
composition (proportion of coral morphologies) through time, and
(iii) identify the major stressors influencing present coral biodiver-
sity. We determined poor water quality driven by increased urban-
ization to be the main stressor influencing local coral composition
and identified a specific target for future management interventions.
This investigation is timely. Global development is projected to triple
the urban land cover and its associated negative effects to the sur-
rounding environment by 2030, with many newly urbanized areas
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occurring adjacent to coastal environments especially in eastern and
southeastern Asia (46).

MATERIALS AND METHODS

Study area and historical context

The Hong Kong Special Administrative Region (Hong Kong) is ap-
proximately 130 km south of the Tropic of Cancer with a subtropical
climate. It is located at the mouth of the Pearl River in the southeastern
part of the GBA (Fig. 1). The Pearl River stretches for ~2200 km with
a drainage area of 453,700 km” and releases 80% of its annual dis-
charge during the wet season (March to October). This discharge forms
a fresh, nutrient-rich plume that extends eastward as far as the Taiwan
Strait (37). During the dry season, this plume is reduced and isolated
to the southwest of Hong Kong, leaving wind, tidal forcing, and oce-
anic currents to be the dominant forces in the east. This water regime
causes areas of the marine environment to be eutrophic and presents
a strong gradient of dissolved inorganic nitrogen (DIN) concentra-
tions ranging from >100 uM in the south and west to >2 uM in the
east (38). The nutrient sources from this expanding urban area are
diverse, including industrial effluent, sewage, fish farming wastes,
DIN derived from atmospheric deposition, and oceanic DIN (37, 38).
This gradient in water sources and human pollution leads to a spa-
tially divided marine ecosystem around Hong Kong, with southern
communities influenced by Pearl River effluent and eastern com-
munities influenced by oceanic water mixing (47). As expected,
scleractinian coral cover and diversity follow this same gradient (38).
Hong Kong is home to more than 90 species of hard coral, support-
ing only about 1 coral species in the south, to more than 50 species in
the east (38). This paper used these two regional distinctions (South
and East, Fig. 1) for statistical comparisons of coral communities.

Historically, anthropogenic stressors in the GBA, including coral
mining, fishing, dredging, development, and pollution, have affected
coral communities for more than 200 years. The earliest documented
impact to coral communities was mining for slaked lime, which ex-
tracted live corals and carbonate deposits (48). This industry likely
spanned centuries and, at its peak in the mid-1900s, crews of more
than 200 boats would extract more than 36 metric tons of coral an-
nually (49). Despite coral mining inflicting substantial damage to the
local coral communities, the ecosystem was assumed to have recov-
ered when ecological surveys began in 1980 (47). Yet, the true im-
pact of coral mining in the GBA is poorly understood.

Indirect stressors to coral communities increased later via agri-
culture, then by local and destructive fishing practices, and, last,
through urbanization. Agriculture in the 1950s, particularly with
the rise of pig farming and the introduction of more than 1 million
animals to supply growing demand in China, resulted in the in-
crease of coastal pollution through to the 1970s (50). This period also
saw the rise and fall of the local fishing industry. Between 1950 and
1998, fishing catch per unit effort dropped over 60% (51), and annual
landings from Hong Kong waters went from a high of 31,400 tons
in 1979 to just 13,200 in 2010 (52), both due to an overexploitation
of the local fishing stock (51, 52). Destructive fishing, including the
use of explosives (blast fishing), was a common practice in Hong Kong
from the early 1900s until it was banned in the mid-2010s (53).
These damaging agricultural and fishing practices likely had major
ecological effects on marine communities of the GBA, such as de-
creasing herbivory and associated negative impacts as observed in
Caribbean reefs (54).
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Fig. 1. Map of Hong Kong SAR. (A) Close-up of the study area and the sampling effort. Elongated rectangles denote locations where replicate sediment push cores were
taken, and circles denote areas where replicate benthic transects were surveyed. The sampling effort is separated into the South region (red hues) and the East region (blue
hues) for analysis. Cores with '“C dated subfossils are labeled next to their sampling location. (B) The study area and its location in the southeastern portion of the GBA of
China, approximately 700 km from the coral triangle. (B) also highlights the Pearl River watershed that discharges just west of Hong Kong into the Pearl River Estuary. (C) Close-up
of the area and sampling effort for coral surveys from the 1980s. The gray circles and the black outlined triangles highlight the northwest area of Mirs Bay and Tolo Harbor
survey sites, used to produce Fig. 3 (A and B). Descriptions of the data and analyses used to produce figures throughout this study are detailed in the table below the map.

More recently, further degradation of water quality has ensued
from explosive urbanization. Excessive heavy metal contamination
has been implicated in the complete eradication of corals from inner
Tolo Harbor in the 1980s (55, 56). The Pearl River outflow is highly
turbid from high levels of sediment, another known coral stressor
(57, 58). Although sedimentation has been decreasing due to upriver
damming over the last 50 years (59, 60), low light continues to limit
primary productivity in western waters (61). Extensive land recla-
mation throughout the 1980s increased silt loads and caused a doc-
umented loss of 40% of coral cover in two marine embayments (47).
However, much of the impact from these stressors on corals within
the GBA is poorly understood since local benthic surveys did not
begin until the 1980s, well after the putative impacts.
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Subfossil assemblage collection

To reconstruct past coral communities (Fig. 2), 29 sediment push
cores were collected from 11 sites in 2016 (Fig. 1). The core internal
barrel diameter was 7.6 cm, and lengths ranged from 2 to 3.5 m.
When possible, three to four replicate cores were taken at each
site ~5 m apart from the first core, which was chosen haphazardly
adjacent to the shoreline and within present-day coral habitats. All
cores were taken at water depths of 3 to 5 m, immediately adjacent
and as close to live coral communities as possible without causing
damage (<1 m). Following collection, cores were extruded, sedi-
ment was split into 5-cm segments, and coral subfossil fragments
were identified to genus for diversity analysis (see Supplementary
Methods).
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Fig. 2. Coral community composition through time. (A) Observed generic richness
between the South and East regions in the past (subfossil) and modern (transect)
datasets. The Chao2 diversity index was used to extrapolate generic richness for
the region. The error bars represent 95% confidence intervals. A log transformation
was used for all estimators so that the lower bound of the resulting interval is at
least the number of observed species. Asterisks indicate significant differences in
coral diversity in the modern data. (B) Relative abundances of coral from the South
and East regions in Hong Kong, for subfossil and modern data. The dashed lines
separate the genera into three different coral life-history strategies as outlined in
Darling et al. (72): competitive, weedy, and stress tolerant. The two genera
Goniopora and Lithophyllon were not included in the Darling et al. (72) analysis and
are not grouped accordingly. The error bars represent 95% confidence intervals.

Modern assemblage collection

In 2013, coral diversity and benthic cover data were collected from
33 sites (Fig. 1). At each site, a quick underwater visual census was
first conducted to locate areas with highest coral coverage to obtain
the highest possible estimate for coral cover and diversity for each
location. Two 40-m transects were then placed parallel to the shore
over coral colonies at water depths ranging from 3 to 6 m. A line
intercept transect (LIT) method was used to determine the diversity
of coral assemblages and coral colonies were identified to genus level
on-site. These identifications were verified by photographs, which
were checked against a local coral taxonomy guide book (62) as well
as Corals of the World (63).
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Historical coral community surveys

Modern quantitative coral surveys began in Hong Kong in 1980 and
were only focused in areas of known high diversity and cover at that
time (northwestern Mirs Bay, Fig. 1). To assess changes in coral
communities since 1980, all known published surveys that had
both coral cover and identified genera were compiled (56, 64-71)
(table S5). Data were then binned between Tolo Harbor and the
northwestern portion of Mirs Bay (Fig. 1). In general, Tolo Harbor
is defined by a strong west-to-east pollution gradient, driven by ef-
fluent outflow and long retention times, whereas the northwestern
portion of Mirs Bay has more oceanic flushing, leading to better
water quality (47). To make accurate comparisons from the varying
studies, only those that used line transects to determine benthic
composition were compiled. Because of low sampling effort be-
tween 1999 and 2009, one study that used remote operated vehicle
(ROV) video transects was incorporated (64). To determine Acropora
presence/absence throughout the surveys, all sites were pooled for
analysis (Fig. 3).

Past Acropora range

To help determine community structure change in coral assemblages,
148 beaches and dive sites were surveyed between 2013 and 2016 to
document the presence or absence of remnant Acropora skeletal frag-
ments (Fig. 4). Acropora was the genus chosen for this analysis for
five reasons: (i) its known importance as a reef-building coral, (ii) its
importance as one of the only competitive genera for the study area
(72), (iii) its known global decline (29), (iv) its susceptibility to per-
turbations making it a good indicator of environmental quality (39),
and (v) its focus in numerous other regional studies (24, 26, 28, 29, 73).
This mapping aimed to reconstruct the past distribution of Acropora;
as such, only fragments visible at the surface of the beaches and sea-
floor were included. At each location, some fragments were collected
and brought to the laboratory to confirm the genus identification.
We assume that the coral fragment distribution shown in Fig. 4 rep-
resents in situ mortality, and therefore a local range collapse, rather
than postmortem relocation owing to storms and currents (see Sup-
plementary Methods).

The current distribution of Acropora was based on observations
of living specimens while scuba diving and complemented by an ex-
tensive compilation of survey data used in Duprey et al. (39), which
covers the period of 1998-2006. The Global Positioning System co-
ordinates of each site were recorded, and the data were visualized
with the geographical software ArcGIS. The contours of the histor-
ical and of the current distribution of Acropora were defined by cre-
ating a convex hull from each dataset. The area of each distribution
was then calculated.

Water quality data

The Hong Kong Environmental Protection Department (EPD) water
quality database includes data from 76 locations within Hong Kong
waters that have been collected since 1986 (fig. S3). At each station,
24 water quality parameters are monitored monthly at three different
depths: bottom, mid-depth, and surface. Surface parameters mea-
sured at 1 m below the surface were used in this study because sym-
biont bearing scleractinians are typically found at shallow depths in
Hong Kong (47). Nine physiochemical and nutrient-related water
quality parameters were selected as potential drivers of coral diver-
sity based on previous studies (38, 74). Physicochemical parameters
chosen were salinity, sea surface temperature (SST), pH, and
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dissolved oxygen concentration (DO), and nutrient parameters were
chl-a concentration, DIN concentration (DIN = NH; + NO, + NOs3),
dissolved inorganic phosphorus concentration (as phosphate; DIP),
particulate suspended matter concentration (PSM), and turbidity.
The dataset used in this study includes more than 65,000 monthly
measurements ranging from 1986 to 2013 (when the modern coral
assemblages were surveyed, table S2).

Radiocarbon dating

Fourteen radiocarbon dates were produced from six coral fragments
and eight marine bivalve shells in four different cores (South region:
two sites; East region: two replicate cores from one site; Fig. 1,
fig. S4, and table S1). For all coral samples, Acropora spp. fragments
were used, as they represent the dominant genus in all cores
(fig. S4). Five-centimeter core segments to be dated were selected
starting from the deepest segment of the core and then moving up
in an evenly spaced distribution (fig. S4). Then, from each selected
core segment, samples that were greater than 2 g were randomly
chosen and cleaned of any encrustation and visible bio-eroders
before being sent for dating. Accelerator mass spectrometry
(AMS) C analyses were conducted at National Ocean Sciences
AMS laboratory of the Woods Hole Oceanographic Institute and
the University of Tokyo.

Statistical analysis

For quantitative diversity analysis, both subfossil and modern data-
sets were converted to relative abundance. To better understand core
composition, relative abundances of Acropora versus all other taxa
in each individual 5-cm segment were calculated and plotted by
depth (fig. S4). To determine a Holocene average for the subfossil
communities collected, relative abundances of subfossil data were
pooled and calculated per sampling unit (one core) by dividing the
weight of each genus of coral by the total weight of coral fragments.
Relative abundances of living coral recorded in modern transects
were determined by dividing the number of colonies of a certain
genus by total colonies for that sampling unit (one transect). To in-
vestigate relative abundances in three temporal bins, the cores were
subsampled into two sections: the top 10 cm of each core (youngest
subfossils) and the remaining lower sections (oldest subfossils). Rel-
ative abundance was then recalculated for each of these sections. We
assumed that this created three temporal bins for our data: the mod-
ern surveys (modern), the top 10 cm of the cores (recently dead), and
the lower of the cores (subfossil).

To assess the extent that coring and modern survey sampling
methods captured the species richness of the study area through time,
sample-based rarefaction analysis was conducted using the iNEXT
package in R (fig. S1). The analysis followed the methods described
in Chao et al. (75), allowing for the creation of both rarefaction and
extrapolation curves (reliable to twice the sampling number). Once
sampling coverage was determined to be complete for each time
period, generic richness was calculated and compared for both data-
sets using the bias-corrected Chao2 index with the SpadeR package
in R (Fig. 2). This estimator provides a nonparametric lower bound
of true species richness (76).

Before further analysis, “rare” taxa (those accounting for <0.5%
of total mass of identified coral genera: Acanthastrea, Alveopora,
Caryophylliidae, and Galaxea) were excluded, as it has been shown that
the inclusion of rare taxa in historical datasets can result in unreliable
statistical analysis, since their occurrence in the fossil record could be
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due to chance alone (77). All remaining taxa were then categorized
based on coral life-history stages discussed by Darling et al. (72).

To visualize the differences of coral assemblages between regions
and through time, data were plotted using non-metric multidimen-
sional scaling (nMDS) and overlaid with SD ordination ellipses based
on Bray-Curtis dissimilarity matrices (Fig. 5A) (78). Ordination el-
lipses were calculated and plotted based on 1 SD from the centroid.
Stress vectors were overlaid onto the nMDS using the envfit func-
tion within the vegan package (79), using genus scores derived from
the coral relative abundances. The purpose of this analysis is to iden-
tify the variables that are driving the compositional differences in
coral assemblages. To assess the possibility that time averaging with-
in the cores could be the cause of increased diversity in subfossil
assemblages, the three data groupings (modern, recently dead, and
subfossil) were rerun in the same nMDS analysis as described above
(fig. S5).

Inherent sampling biases may exist when comparing spatial tran-
sect and temporal sediment push-core data, which could make direct
statistical comparisons inappropriate. Therefore, only the pattern of
a spatial separation between the East and South regions (i.e., the re-
gions being more similar in the past and less similar in the present)
could be inferred. This approach of using spatial patterns rather than
absolute numerical changes has been shown by Tyler and Kowalewski
(80) as a successful way to draw reliable comparisons between modern
and past taxa datasets. To further investigate this potential bias, we
also analyzed the subfossil and modern datasets in separate nMDS
ordinations (fig. S2). The finding of regional separation in the modern
data, as well as the coral genera driving this change, was unaltered.

To quantitatively test the hypothesis that past and modern coral
assemblages are different, a two-way permutational multivariate
analysis of variance (PERMANOVA) was conducted with 9999 per-
mutations (table S3A). To further test that the regions (East versus
South) were different in each time point (past and modern), a post
hoc pairwise PERMANOVA with sequential Bonferroni signifi-
cance correction was conducted (table S3, B to E). The assumption
for the PERMANOV A of homogeneous spread was checked with the
betadisper function and a subsequent ANOVA; the results were
not significant (P = 0.173), indicating even spread among regions.

To test whether coral richness, coral cover, and the presence/
absence of Acropora had changed since modern surveys were initi-
ated in 1980, data were grouped into four time bins based on data avail-
ability: the first full surveys in 1980, 1981-1989, 1990-2009, and
2010-2013 (incorporating the modern dataset used in this study). If
more than one independent survey was conducted for a site within
that time bin, both the percent coral cover and the total generic
richness were averaged. The data were visualized using ggboxplot
in R, grouped by site and by time bins. Data for Acropora presence/
absence were grouped together to assess overall change for the area.
Changes in coral richness, cover, and the presence/absence of Acropora
were analyzed using the Imer (81) linear mixed model function in R,
with time as a fixed effect and site as a random effect. Pairwise post
hoc comparisons to determine significant differences between time
bins were performed using the “Tukey” test and “Holm” significance
level correction.

To investigate the effects of environmental factors (nutrient: chl-a,
PSM, DIN, DIP, and turbidity; physiochemical: DO, temperature,
pH, and salinity) on coral community composition, modern coral
abundance data and EPD environmental parameters were divided
into approximately 5 km by 5 km grids around Hong Kong [fig.S3;
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(38)]. Each grid contained at least one EPD water sampling station
and at least one modern coral community sampling location (fig. S3).
For each grid, the monthly EPD water quality data were pooled
and averaged for the period of 1986-2013. Similarly, the modern
coral transect data were pooled and the corresponding community
composition based on relative abundance was recalculated. The re-
sulting pooled coral community data were then projected on an nMDS
plot (Fig. 5). All nine water quality parameters were incorporated
into the envfit function in the vegan package in R to determine those
that were significant. The function envfit evaluates how each envi-
ronmental variable individually correlates with nMDS1 and nMDS2.
Generic community composition was also analyzed against the
community composition data using the envfit function in the vegan
package in R. Statistical significance was assessed based on 9999
permutations.

Taphonomic considerations

Postmortem taphonomic bias of coral skeletal preservation can af-
fect estimates of biodiversity used in this study. For example, varying
physical (e.g., skeletal density and morphology) and environmental
(e.g., grazing/bio-eroding preferences) properties can alter the per-
ceived biodiversity of the past by preferentially eroding or eliminat-
ing the skeletons of certain coral species. Furthermore, using the
push-coring method could lead to a bias against the collection of
massive corals’ subfossils due to their large size and density, making
core penetration through them difficult. This could result in a sub-
fossil record biased toward branching taxa. Although it is difficult
to fully alleviate these biases, the pattern of decreased prevalence of
Acropora through time is most likely ecological and not taphonomic
for five reasons: (i) Our live and subfossil assemblages collected are
very similar in total generic composition, indicating that we were
successful in capturing the subfossils of those taxa that would typi-
cally be considered massive (Fig. 2); (ii) consistency of the observed
trend (i.e., high-relative abundance of Acropora) throughout most
of our cores and individual core segments, even when accounting
for other branching genera present in the study area that would have
been subject to the same fragmentation bias (fig. S4); (iii) the historical
decline of Acropora documented in both benthic surveys from 1980
(Fig. 3) and death assemblages (Fig. 4); (iv) consistency with the greater
global fossil record that spans multiple environments and climates
(29); and (v) the knowledge that the early life stages (82) and overall
resilience (27) of Acropora are highly sensitive to human perturbations
and have been shown to be at risk in our study area (38). We therefore
argue that the most parsimonious interpretation of the change in rela-
tive abundance of Acropora between the fossil and modern record is
mortality due to changes in the marine environment.

RESULTS

Diversity and composition of coral assemblages from
mid-Holocene to modern day

!C dating of two cores from each region revealed that the subfossil
record spanned the period from ~5000 years before present (ybp;
present is 1950) to modern (table S1). Estimates for vertical accre-
tion rates were calculated for each region, averaging about 4.6 mm/
year in the East and 0.45 mm/year in the South (see Supplementary
Methods and table S1). Analysis of coral subfossils collected in
29 sediment push cores (Fig. 1) shows a clear past dominance of the rel-
ative abundance of competitive genera (Acropora, Montipora, and
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Fig. 3. Recent declines in coral communities. (A) Generic richness and coral cover
for the northwest area of Mirs Bay (gray) and Tolo Harbor (white). Data were pooled
into four time bins based on available surveys collected from 1980 to 2013 (56, 64-71).
Asterisks indicate significant differences in means from the first surveys in 1980.
(B) Proportion of sites that recorded Acropora for all surveys from (A) combined.
Jittered points for each time bin represent the raw presence/absence data (1 or 0,
respectively) and are color-coordinated to locations from (A) (Northwest Mirs Bay:
gray; Tolo Harbor: black with white outline). The error bars represent 95% confi-
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Turbinaria; Fig. 2B). Competitive corals are typically branching and
characterized as highly productive and fast-growing in ideal condi-
tions, but extremely sensitive to external stressors (72). This obser-
vation differed from modern surveys (Fig. 1), which showed a
greater relative abundance of stress-tolerant genera (Porites, faviids,
Platygyra, and Leptastrea; Fig. 2B), slow-growing massive corals
that can persist in chronically harsh environments with low light
and high sedimentation (72). The observation of more competi-
tive coral genera in the cores versus more stress-tolerant corals in
the transect data was consistent across both East and South regions
(Fig. 2B). The increase in stress-tolerant coral abundance could be a
true overall increase in massive coral growth, or simply a relative
increase concurrent with the decline of competitive genera.
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Observed subfossil generic richness showed similarity between
the South and East regions (16 and 17 genera, respectively; Fig. 2A);
however, modern generic richness differed by 6 (10 in the South
region and 16 in the East; Fig. 2A). Extrapolation of diversity using
the Chao2 diversity index verified this pattern, with similar values
across regions in the past, but different values between regions re-
cently (Fig. 2A). The strong agreement between the measured rich-
ness and Chao2 estimated patterns of diversity demonstrates the
robustness of this result (83), which shows a ~40% difference in ge-
neric richness between regions in the modern dataset. Because the
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Fig. 4. Acropora range contraction within the Hong Kong SAR. This map en-
compasses the same study area as Fig. 1, with the Pearl River discharging to the
west. Red filled circles indicate sites where live Acropora were found during diving
surveys; white open circles indicate areas where Acropora subfossils were found
among seafloor sediments during dive surveys, or on the nearest beach. Asterisks
indicate sites where no live or dead Acropora were found. The red dashed line and
light-red shaded area are interpolations of the past and modern Acropora range,
respectively. The past range determination was made by considering sites where
only subfossils were found to be those that have hosted live Acropora in the past,
but presently do not support live populations.

Chao2 estimator is a nonparametric estimator of the lower bound of
true species richness (75), this is likely a conservative estimate of
genera lost. The separation of the 95% confidence intervals of mean
modern generic richness in the Chao2 indicates this result is statis-
tically significant (75, 76). In both time frames, the rarefaction (or
species accumulation) curve (fig. S1) approaches 1 (~0.99 for both
datasets), indicating that only ~1% of the genera in the study area
were not sampled (84). Thus, the conclusions drawn for each region
during both time periods are based on a sufficient sampling.

Both the northwest area of Mirs Bay and Tolo Harbor (Fig. 1C)
have experienced significant declines in coral generic richness (P =
0.006 and P =0.005, respectively) and cover (P < 0.001 and P =0.008,
respectively) when compared to surveys in 1980 (Fig. 3A and table
S4). This finding is based on analysis of the first surveys of coral
communities in the study area (47) up to the most recent dataset
collected in 2013 (table S5). Beyond this significant decline in cover
and diversity, there has been a concurrent drop in Acropora occur-
rences (P < 0.001; Fig. 3B). In 1980, Acropora was present in 75% of
transects for the Northeast and Tolo Harbor combined; by 2013,
only 16% of transects recorded living Acropora (56, 64-71).

Beach surveys that collected coral fragments revealed that the
past Acropora distribution equaled about 759 km?, with a western-
most boundary located along the eastern coast of Lantau Island
(Fig. 4). Now, living Acropora colonies are seen only on the eastern
area of Hong Kong, with a western boundary located on the southern
tip of Lamma Island, over an area of about 347 km”. The distribution
area of Acropora has thus experienced a reduction of 54% compared
to its past range.

Community composition based on relative abundance of coral
genera appear different between the subfossil and modern datasets,
visible by their separation when plotted in multivariate space on an
nMDS ordination (stress = 0.20; dimensions = 2; Fig. 5A). These
datasets separate out not only temporally but also spatially between

regions as shown by the SD ordinance ellipses; the ellipse centroids
of the past South and East regions overlap, while those of the modern
regions are completely separated (Fig. 5A). This overall difference
in coral composition through time and space appears to be driven by
different genera. This is indicated by the stress vectors, which showed
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Fig. 5. nMDS of coral community composition. (A) nMDS showing subfossil (black) and modern (light gray) community composition data for East (circles) and South
(triangles) regions. Ellipses are of SD. (B) Stress vectors created using envfit with the coral genera scores, shown only for genera that are statistically significant in driving

the spread shown in the nMDS.
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Acropora to be significantly associated with subfossil assemblages,
whereas stress-tolerant genera are associated with modern assem-
blages (Fig. 5B). These patterns are maintained if the subfossil and
modern datasets are plotted separately as well (fig. S2). Separat-
ing the data into three temporal bins (modern, recently dead, and
subfossil) did not change this finding of regional and temporal sepa-
ration (fig. S5). Analysis conducted to produce fig.S5 shows that the
recently dead corals are most similar to the subfossil dataset, with
their composition being driven by Acropora.

The PERMANOV A tests (table S3) quantitatively verified the nMDS
results, showing that the relative abundance of coral assemblages
differed significantly for age (F = 24.12, P < 0.001) and across sites
(F=2.97, P <0.001). Pairwise post hoc tests with Bonferroni correc-
tion (hypothesis = 2) were applied to the modern and subfossil data,
to compare differences between the South and East regions in each
time period. The past South and East regions were not different
(F=0.43, P=0.91), whereas the modern South and East regions
differed significantly (F = 5.20, P < 0.001). This pattern was main-
tained if the data were split into three time bins (modern, recently
dead, and subfossil) as well, showing that the relative abundance of
coral assemblages differed significantly for age (F=16.98, P < 0.001)
and across sites (F = 2.45, P = 0.001). Pairwise post hoc tests with
Bonferroni correction (hypothesis = 5) showed that this was driven
by differences between the East and South regions in the modern
(P <0.001), with no differences between regions in the recently dead
(P =1) or the subfossil (P = 1) and no difference between the recent-
ly dead and subfossil for the South region (P = 1) and East region
(P =1). All tests were run with 9999 permutations.

Water quality is the major driver controlling modern coral
community composition

Water quality was the main factor driving the dissimilarities in com-
munity composition in the modern dataset between the South and East
region, represented by chl-a, DIN, and turbidity—all proxies for
eutrophication (Fig. 6; permutations = 9999). However, since these
are all nutrient-related parameters, they are highly correlated (Pearson’s
correlation between 0.81 and 0.88), and it is inappropriate to assess

them together. Therefore, depending on the individual parameter
chosen, 42 to 48% of the variation in coral community composition
was explained by water quality (turbidity: r* = 0.48, P = 0.03; chl-a:
r* = 0.46, P = 0.03; DIN: * = 0.42, P = 0.05).

DISCUSSION
“Taking a rowboat...I went further down the harbor than ever before.
In a bay near the N.E. part of Hong Kong Island I found a consider-
able variety of corals (Astreae, Madreporae, etc.) many of large size,
attached to the boulders below low water mark.”

—William Stimpson, naturalist and marine biologist, 28 May 1854 (85)

Stimpson’s observations prove that corals once thrived in what is
now one of the most species-poor and urbanized harbors of the GBA.
Our study quantified past changes in these communities with impli-
cations for future management of the region. Remnant skeletal frag-
ments were used to improve the spatial, temporal, and taxonomic
resolution of coral reef decline as the area transformed from small
fishing villages to a global trade megalopolis. Today, much of the
GBA coastline is heavily urbanized and defined by high nutrients and
turbidity, generally poor water quality that is typical of many cities
in Southeast Asia (86). Our results illustrate that local stressors, par-
ticularly those that degraded water quality, were the main forces that
have led to the coral community composition found today. Thus, the
GBA presents an area of great potential for high return on investment
into local stressor mitigation, specifically improvements in water quality
and targeted restoration toward defined historical baselines (22).
With aggressive conservation interventions, it is possible that
marginal reef communities can act as climate refugia for reef-
building corals in the coming decades despite continued warming
(87) as suitable habitat will continue to decrease for corals closer to
the equator (88).

Subfossil assemblages were more similarly diverse than
modern communities

Coral communities between the East and South regions were more
similar in the past in comparison to the present (Figs. 2 and 5
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Fig. 6. nMDS of modern coral community composition versus EPD water quality parameters. (A) Modern coral community and water quality data (table S2) were
combined based on their EPD grids in fig. S3. Ellipses represent SD ordinance ellipses. Stress vectors using envfit were calculated from the EPD water quality data and
overlaid onto the coral composition data. Only the water quality parameters that were significantly driving coral composition were plotted. (B) Stress vectors created
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and figs. S1 and S2). In addition, we found that changes in coral
community composition were driven by the loss of crucial habitat-
building competitive corals, resulting in a present-day community com-
posed primarily of massive, stress-tolerant corals (Figs. 2, 3,4, and 5
and fig. S2). Sensitive Acropora have seen their range collapse by
54%, with the greatest losses occurring in areas with dense urban-
ization in close proximity to the Pearl River (Fig. 4).

This demise of Acropora is a trend that has been seen globally
(24, 26, 28, 29, 73), and particularly in the SCS (89, 90), though the
GBA specifically had previously been absent in meta-analyses owing
to insufficient data (7). Acropora has experienced a global decline
from being dominant within many reef systems for the last 2 million
years (29) to local extirpation. Regional-scale declines in Acropora on
major reef ecosystems including the Great Barrier Reef (26) and the
Caribbean (24, 73) began almost a century ago (28). We believe that
localized Acropora extirpation and community shifts occurred more
recently in the GBA, paralleling the recent population boom: from
16 million people in 1980 to more than 55 million in 2012 (91). This
population rise was concomitant to increased urbanization, mari-
time trade, and environmental degradation (91), which ultimately led
to poor water quality driven by nutrient enrichment (92).

Acropora was consistently recorded when quantitative coral sur-
veys first began in 1980 (Fig. 3B), although it was never shown to be
the most abundant genus in those surveyed sites. Literature from the
1970s qualitatively recorded Acropora as a dominant genus in areas
such as Tolo Harbor (93); however, the genus is now completely ab-
sent from these areas [Fig. 4; (22)], indicating its disappearance during
the general community decline since that time. This is supported by
more recent surveys taken in 1980-2013, which show the stepwise
disappearance of Acropora (Fig. 3B) (22, 65) that occurs along the
harbor’s pollution gradient (38). Recent uranium-series dates of
Acropora subfossils supports our hypothesis that death assemblages
are just decades old [though some were hundreds of years old (27)].
This interpretation was bolstered by our binning of coral data by
three time periods, which found the top 10 cm of the cores to be more
similar to older subfossil data than to modern transects. Had the
shift in coral community occurred earlier, there would have been time
for dead coral skeletons from the newer community to accumulate
and be represented in the top of the cores. We infer that the slight
deviation in shape and centroid from the subfossil to the recently
dead coral (fig. S5) means that this community change has occurred
recently and is therefore not yet fully represented in the fossil data.
Vertical accretion estimates of our cores from the South and East
region (~0.45 and 4.5 mm/year, respectively; table S1 and fig. S4) are
similar to those previously reported in the same areas [~0.2 and 4.6,
respectively (94)]. Even at the slowest accumulation rate, this would
mean that Acropora fragments collected (Fig. 5) would be covered
with sediment after only a few decades, unless they were all stirred
up by storms, which is unlikely. Taken together, we conclude that the
Acropora range collapse (figs. 3 and 4) and consequential coral com-
munity shift (Fig. 5) occurred conservatively within the last 100 years,
though it was more likely caused by GBA urbanization beginning in
the 1980s. Similar findings of human perturbation leading to Acropora
loss have been documented since the 1960s in Hainan Island about
650 km to the southwest of the GBA (90, 95) and since the 1980s in
Daya Bay, northeast of Hong Kong (89). Our past reconstruction
corroborates with these studies and shows the Acropora decline to
be regionally consistent and expands upon them by showing this
occurrence to be unique on a millennial time scale.
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Loss of ecosystem function due to widespread decline

of Acropora

The loss of fast-growing Acropora and other competitive, branching
morphospecies within coral assemblages often results in a decrease
in reef accretion rates (30), though accretion can vary widely from
high to low even in non-acroporid dominated reefs (96). It can also
result in lower habitat complexity (31-33) as slower-growing, more
stress-tolerant massive corals and algae begin to dominate (33). Shifts
from branching to massive morphologies decrease reef structural
complexity and can lead to substantial changes in biotic processes
such as predation and competition, and can decrease overall fish bio-
mass and diversity (97). Complexity loss can also decrease diversity
of coral-associated invertebrates, which represent the highest biodi-
versity on reefs (98). Under the current levels of local eutrophication
and high turbidity that are known stressors to competitive genera
(72), it is unlikely that the dominance of Acropora observed in the
historical record and their associated ecosystem functions can be
recovered regionally. Combined with future projections of climate
change, regional stressors will continue to exacerbate the global de-
cline of Acropora (10, 99).

The loss of Acropora and its unlikely recovery have particularly
drastic consequences for the GBA. Acropora represents the major
competitive and only completely branching genus in the study area
and therefore has a unique functional role by creating high rugosity.
This lack of branching coral diversity means the region has low func-
tional redundancy, a feature unique to “high-latitude marginal reefs”
(100). For example, whereas tropical coral communities may be able
to buffer the negative impacts associated with an Acropora loss by
the succession of another branching coral genus, the GBA cannot.
Although there are other competitive coral genera in the GBA,
they occur in much lower relative proportions to Acropora (Fig. 2)
and therefore contribute less to overall habitat complexity.

This shift from competitive to stress-tolerant dominated com-
munities is expected based on the life-history strategies outlined by
Darling et al. (72) and the water quality stressors affecting the GBA
(Fig. 6). Competitive species, which are the fastest-growing and
greatest carbonate producers for reef accretion, are only dominant
in those environments “ideal” for coral growth and are highly sensi-
tive to environmental change (72). Conversely, stress-tolerant species
are those that have adapted to persist in chronically harsh environ-
ments and to a number of stressors, such as low light and high sedi-
mentation (72). This shift in dominant taxa therefore indicates severe
environmental change within the GBA. There are few weedy genera
in the GBA, all of which occur in relatively low abundances (Fig. 2).
These genera are those that are known to be opportunistic and can
rapidly recolonize a recently disturbed area (72). This paucity of weedy
species in the GBA indicates the unlikely event that future disturbances
will result in rapid coral succession. Instead, it appears that the GBA
coral communities have shifted almost completely to stress-tolerant
genera, whose slow growth and simple complexity make them poor
habitat builders. In short, the drop in Acropora abundance in the GBA
represents not only a decline of a single genus but also the loss of a
complete functional niche within the marine community.

Eutrophication controls modern coral

community composition

Our data implicate that poor water quality, represented by increased
chl-g, DIN, and turbidity, is the driving force shaping modern coral
communities (Fig. 6). This conclusion corroborates with the findings
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of Duprey et al. (42), which showed an increase in DIN concen-
trations that peaked in the 1980s during rapid urbanization. Their
conclusions that local eutrophic waters have led to the present coral
richness southeast gradient are supported by our subfossil baseline.
There are well-known direct and indirect negative effects of increased
dissolved inorganic nutrients and turbidity on coral health. Direct
impacts to biological processes include declines in calcification
and photosynthesis rates, as well as fecundity (101). Indirect impacts
include increases in bioerosion, disease prevalence, competition
from macroalgae, and decreases in facilitation by coralline algae (101).
Furthermore, nutrient enrichment has been shown to disrupt the
vital symbiosis between coral and their photosymbionts, resulting
in negative effects to coral physiology (102). All of these adverse
effects are likely playing a role to decrease coral health and extirpate
highly sensitive coral from the GBA region.

However, coral sensitivity to water quality varies among different
genera. Acropora is known to be a “highly sensitive” genus, suscepti-
ble to poor water quality induced by increased nutrients and decreased
light penetration (38). Conversely, slower-growing stress-tolerant
corals, such as Platygyra, faviids, Porites, Pavona (those genera that are
associated with modern communities; Figs. 2 and 6), are more resilient
to water quality degradations (38). This predicted community shift
based on genus-specific resilience to degraded water quality is rep-
resented in our findings (Figs. 2 and 6) and shows stress-tolerant,
slower-growing massive corals dominating the modern reefs.

The influence of global stressors on modern

coral communities

Climate variability has also been linked to Holocene coral commu-
nity shifts (50) and modern reef degradation (9, 15). Yet, there is
no evidence that climate is the dominant force controlling modern
coral community composition in the GBA. Paleoclimatic recon-
structions within the SCS have shown that sea level and seasonal
water flows of the Pearl River have been stable since the mid-
Holocene [~7000 ybp (103-105)]. SSTs within the SCS have varied
during the Holocene, with waters 1° to 2°C higher during the mid-
Holocene climatic optimum about 5500 ybp, leading to a long-term
SST decline, which lasted until subsequent warming due to the in-
dustrial revolution in the 1860s (87, 106, 107). These high- and low-
SST periods have been linked with increased and decreased coral
growth, respectively, in both coral reefs south of the GBA (87) and
marginal reef communities in Daya Bay (106). Although out of the
scope of this study, it is possible that during the period of about
5500 to 200 ybp, corals within the GBA experienced a prolonged
decrease in growth and productivity as seen elsewhere in the SCS
due to decreased temperatures (106) and a weakening of the Asian
monsoon (108). However, Clark et al. (106) found that recent SST
warming due to global industrialization in the 1800s has actually led
to an increase in coral growth and productivity in regional coral
communities. In addition, Duprey ef al. (42) found salinity and SST
based on 8'*0 proxies to be stable from 1820 to 2007 and concluded
that global warming did not greatly affect coral communities during
this time.

For GBA corals in modern times, there have been no documented
temperature or nutrient-driven mass bleaching events or disease out-
breaks; the only recorded bleaching events were linked to hypoxia
and decreased salinity caused by a severe rainfall event (109). How-
ever, Xie et al. (109) showed that these events were small scale and
localized (catchment scale), with bleaching typically resulting in less
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than 15% mortality. The trends in genus-specific decline in our study
indicate regional-scale impacts, associated with areas of degraded
water quality. Had global drivers been the cause of this decline, they
would have affected our entire study area uniformly. It is possible
that global stressors are causing impacts to coral communities that
have yet gone undetected. However, because of the evidence out-
lined here, and the agreement with other studies in the area, we con-
clude that these impacts are yet minor.

Multiple stressors on local coral communities

Our evidence that local eutrophication is the dominant force shap-
ing modern coral communities (Fig. 6), coupled with support from
Duprey et al. (42) and other historical literature (Fig. 3A), adds yet
another case study of how coral reefs have suffered from human de-
velopment over the last two centuries. Similar studies worldwide are
converging on a common observation that anthropogenic stressors
were playing a major role in shaping global coral communities be-
fore modern-day surveys (23, 24, 110-112). The GBA, which had more
than 8 million people living in the area before 1980, is certainly no
exception. The collective past stressors from resource extraction (49),
agricultural (50), destructive fishing practices (53), heavy metals (56),
and riverine driven turbidity (61) all combined with the outflow of
more than 1.5 million m? daily of sewage that was untreated until
2001 (92), represents one of the most widespread and chronic suites
of anthropogenic stressors to coral reefs in the GBA and perhaps all
of the SCS.

Although high coral diversity for marginal habitats persists within
the GBA today, our data clearly illustrate that past reefs were more
diverse, more structurally complex, and had a greater spatial foot-
print (Figs. 2, 3, 4, and 5). In summary, we propose the following
explanation of the evolution from past to modern-day coral compo-
sition in the GBA. Community composition between the East and
South regions was homogeneous in the Late Holocene. With the per-
manent settlement of the area, local stressors to coral communities
increased mainly through forms of resource extraction and local pol-
lution, likely decreasing the community’s resilience to future stressors.
Then, as regional urbanization and population increased exponen-
tially over the last few decades, coral communities were inundated
with polluted water driven from increased anthropogenic nutrients,
pushing them beyond their known tolerances (38). This impact was
greater in the South region because of its close proximity to the
Pear] River. The catchment effectively concentrates the anthropogen-
ic footprint for Guangdong Province and releases it as a nutrient-
rich plume into the GBA, creating a large water quality gradient over
a small spatial scale. Localities with the worst water quality have lost
entire genera, including an almost complete extirpation of suscepti-
ble Acropora (Fig. 4). These changes have led to a completely altered
composition of modern coral communities, now dominated by stress-
tolerant but slow-growing species.

This study serves as a reminder that reefs were already undergo-
ing dramatic changes owing to local human activities before and
concomitant with modern climate stressors. Although climate was
not the dominant cause of past coral reef degradation in GBA, it
remains a serious threat to their future survival. The coral com-
munities of the GBA could potentially represent a climatic “bright
spot,” similar to those defined by Cinner et al. (18) as they have yet
avoided any major climatic impacts. They may also act as refugia
for coral diversity in the future (106). However, it is unlikely that
they will escape the most pronounced effects of climate change
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in the long term. What is more likely is that both local and global
forces will work synergistically against the persistence of coral reefs.
This is particularly likely to occur within the GBA as nutrient en-
richment in the marine ecosystem has been shown to increase coral
disease (11) and thermal bleaching (113). We therefore recommend
accomplishing the most immediate goal of mitigating local stressors
with a focus on improving water quality, which has been shown to
increase the resistance and resilience of coral communities during
the Anthropocene (34), while pressing forward with climate change
mitigation strategies.

Conservation implications

This work combines subfossil, historical, and modern datasets to
understand the context of reef-building coral communities in the
GBA and complements a growing body of research investigating
Holocene changes to reef ecosystems within the greater SCS region
(87,89, 90, 95, 106, 114-116). We created the first historical biodiversity
baseline for GBA corals using subfossil records from sediment cores.
We show that assemblages in the past were more diverse but have
recently seen a change in community composition with a decline in
Acropora abundance. We also showed that degraded water quality is
the main stressor that caused a shift from competitive to stress-tolerant
dominated communities with the most pronounced effects in regions
that experience the largest influx of eutrophic water from the Pearl
River. These results show that local stressors were historically and
now remain the primary threat to GBA coral health, and coral con-
servation and restoration efforts must start with the improvement
of water quality. We recommend that, as China continues to rapid-
ly develop the GBA, drastic water quality improvements upstream
of the Pearl River estuary must be enacted to preserve biodiversity
downstream. This need to alleviate the water quality crisis extends
beyond China, as much of the world’s marine biodiversity (117) is
located in areas projected to see increased urbanization by 2030 (46).
This study demonstrates how region-specific historical ecology re-
search can directly inform local management decisions to help con-
serve ecosystems in the face of global change. To protect other areas
of high-conservation potential, regional studies such as this are re-
quired to identify and alleviate local stressors that may be working
either independently from or synergistically with global drivers.

SUPPLEMENTARY MATERIALS

Supplementary material for this article is available at http://advances.sciencemag.org/cgi/
content/full/6/40/eabb1046/DC1

REFERENCES AND NOTES

1. D.P.Tittensor, M. Walpole, S. L. L. Hill, D. G. Boyce, G. L. Britten, N. D. Burgess,
S.H. M. Butchart, P. W. Leadley, E. C. Regan, R. Alkemade, R. Baumung, C. Bellard,
L. Bouwman, N. J. Bowles-Newark, A. M. Chenery, W. W. L. Cheung, V. Christensen,
H. D. Cooper, A. R. Crowther, M. J. R. Dixon, A. Galli, V. Gaveau, R. D. Gregory,
N. L. Gutierrez, T. L. Hirsch, R. Hoft, S. R. Januchowski-Hartley, M. Karmann, C. B. Krug,
F.J. Leverington, J. Loh, R. K. Lojenga, K. Malsch, A. Marques, D. H. W. Morgan,
P.J. Mumby, T. Newbold, K. Noonan-Mooney, S. N. Pagad, B. C. Parks, H. M. Pereira,
T. Robertson, C. Rondinini, L. Santini, J. P. W. Scharlemann, S. Schindler, U. R. Sumaila,
L.S. L. Teh, J. van Kolck, P. Visconti, Y. Ye, A mid-term analysis of progress toward
international biodiversity targets. Science 346, 241-244 (2014).

2. S.Naeem, J. E. Duffy, E. Zavaleta, The functions of biological diversity in an age
of extinction. Science 336, 1401-1406 (2012).

3. C.N.Johnson, A. Balmford, B. W. Brook, J. C. Buettel, M. Galetti, L. Guangchun,
J. M. Wilmshurst, Biodiversity losses and conservation responses in the Anthropocene.
Science 356, 270-275 (2017).

4. N.Knowlton, J. B. C. Jackson, Shifting baselines, local impacts, and global change on coral
reefs. PLOS Biol. 6, €54 (2008).

Cybulski et al., Sci. Adv. 2020; 6 : eabb1046 2 October 2020

20.

21.

22.

23.

24.

25.

26.

27.

28.

S. A. Wooldridge, Instability and breakdown of the coral-algae symbiosis upon
exceedence of the interglacial pCO2 threshold (>260 ppmv): The “missing” Earth-System
feedback mechanism. Coral Reefs 142,419 (2017).

. G.De'ath, K. E. Fabricius, H. Sweatman, M. Puotinen, The 27-year decline of coral cover

on the Great Barrier Reef and its causes. Proc. Natl. Acad. Sci. U.S.A. 109, 17995-17999
(2012).

. T.P.Hughes, H. Huang, M. Young, The wicked problem of China's disappearing coral

reefs. Conserv. Biol. 26, 1-9 (2012).

. G.P.Asner, R. E. Martin, J. Mascaro, Coral reef atoll assessment in the South China Sea

using Planet Dove satellites. Remote Sens. Ecol. Conserv. 3, 57-65 (2017).

. J.F.Bruno, E. R. Selig, R. Freckleton, Regional decline of coral cover in the Indo-Pacific:

Timing, extent, and subregional comparisons. PLOS ONE 2, e711 (2007).

. Y. Loya, K. Sakai, K. Yamazato, Y. Nakano, H. Sambali, R. van Woesik, Coral bleaching:

The winners and the losers. Ecol. Lett. 4, 122-131 (2001).

. R.L.V.Thurber, D. E. Burkepile, C. Fuchs, A. A. Shantz, R. M. Minds, J. R. Zaneveld, Chronic

nutrient enrichment increases prevalence and severity of coral disease and bleaching.
Glob. Chang. Biol. 20, 544-554 (2014).

. K.E. Fabricius, G. De'ath, M. L. Puotinen, T. Done, T. F. Cooper, S. C. Burgess, Disturbance

gradients on inshore and offshore coral reefs caused by a severe tropical cyclone.
Limnol. Oceanogr. 53, 690-704 (2008).

. R.R.Carlson, S. A. Foo, G. P. Asner, Land use impacts on coral reef health: A ridge-to-reef

perspective. Front. Mar. Sci. 6, 335 (2019).

. R.B. Aronson, J. F. Bruno, W. F. Precht, P. W. Glynn, C. D. Harvell, L. Kaufman, C. S. Rogers,

E. A. Shinn, J. F. Valentine, J. M. Pandolfi, R. H. Bradbury, E. Sala, T. P. Hughes,

K. A. Bjorndal, R. G. Cooke, D. M. Ardle, L. M. Clenachan, M. J. H. Newman, G. Paredes,
R.R.Warner, J. B. C. Jackson, T. P. Hughes, A. H. Baird, D. R. Bellwood, S. R. Connolly,
C.Folke, R. Grosberg, O. Hoegh-Guldberg, J. B. C. Jackson, J. Kleypas, J. M. Lough,

P. Marshall, M. Nystrém, S. R. Palumbi, J. M. Pandolfi, B. Rosen, J. Roughgarden, Causes
of coral reef degradation. Science 302, 1502-1504 (2003).

. J.F.Bruno, A.Valdivia, Coral reef degradation is not correlated with local human

population density. Sci. Rep. 6, 29778 (2016).

. J.L. W. Ruppert, L. Vigliola, M. Kulbicki, P. Labrosse, M.-J. Fortin, M. G. Meekan, Human

activities as a driver of spatial variation in the trophic structure of fish communities
on Pacific coral reefs. Glob. Chang. Biol. 24, e67-e79 (2018).

. J.E.Smith, R. Brainard, A. Carter, S. Grillo, C. Edwards, J. Harris, L. Lewis, D. Obura,

F.Rohwer, E. Sala, P. S. Vroom, S. Sandin, Re-evaluating the health of coral reef
communities: Baselines and evidence for human impacts across the central Pacific.
Proc. R. Soc. B 283,20151985 (2016).

. J.E.Cinner, C. Huchery, M. A. MacNeil, N. A. J. Graham, T. R. McClanahan, J. Maina,

E. Maire, J. N. Kittinger, C. C. Hicks, C. Mora, E. H. Allison, S. D'’Agata, A. Hoey, D. A. Feary,

L. Crowder, . D. Williams, M. Kulbicki, L. Vigliola, L. Wantiez, G. Edgar, R. D. Stuart-Smith,
S.A.Sandin, A. L. Green, M. J. Hardt, M. Beger, A. Friedlander, S. J. Campbell, K. E. Holmes,
S. K. Wilson, E. Brokovich, A. J. Brooks, J. J. Cruz-Motta, D. J. Booth, P. Chabanet, C. Gough,
M. Tupper, S. C. A. Ferse, U. R. Sumaila, D. Mouillot, Bright spots among the world’s coral
reefs. Nature 535, 416-419 (2016).

. A.R.Harborne, A. Rogers, Y. M. Bozec, P. J. Mumby, Multiple stressors and the functioning

of coral reefs. Annu. Rev. Mar. Sci. 9, 445-468 (2017).

A.O'Dea, E. M. Dillon, A. H. Altieri, M. L. Lepore, Look to the past for an optimistic future.
Conserv. Biol. 31,1221-1222 (2017).

S. M. Kidwell, Biology in the Anthropocene: Challenges and insights from young fossil
records. Proc. Natl. Acad. Sci. U.S.A. 112, 4922-4929 (2015).

N. N. Duprey, S. E. Mcllroy, T. P. T. Ng, P. D. Thompson, T. Kim, J. C. Y. Wong,

C.W. M. Wong, S. M. Husa, S. M. H. Li, G. A. Williams, D. M. Baker, Facing a wicked problem
with optimism: Issues and priorities for coral conservation in Hong Kong. Biodivers.
Conserv. 11,1-25(2017).

J.B. C. Jackson, Reefs since Columbus. Coral Reefs 16, S23-532 (1997).

K. L.Cramer, J. B. C. Jackson, C. V. Angioletti, J. Leonard-Pingel, T. P. Guilderson,
Anthropogenic mortality on coral reefs in Caribbean Panama predates coral disease

and bleaching. Ecol. Lett. 15, 561-567 (2012).

D. Pauly, Anecdotes and the shifting baseline syndrome of fisheries. Trends Ecol. Evol. 10,
430 (1995).

G. Roff, T.R. Clark, C. E. Reymond, J.-x. Zhao, Y. Feng, L. J. McCook, T. J. Done,

J. M. Pandolfi, Palaeoecological evidence of a historical collapse of corals at Pelorus
Island, inshore Great Barrier Reef, following European settlement. Proc. Biol. Sci. 280,
20122100 (2013).

T.R. Clark, G. Roff, J.-x. Zhao, Y.-x. Feng, T. J. Done, L. J. McCook, J. M. Pandolfi, U-Th
dating reveals regional-scale decline of branching Acropora corals on the Great
Barrier Reef over the past century. Proc. Natl. Acad. Sci. U.S.A. 543, 201705351
(2017).

K. L. Cramer, J. B. C. Jackson, M. K. Donovan, B. J. Greenstein, C. A. Korpanty, G. M. Cook,
J. M. Pandolfi, Widespread loss of Caribbean acroporid corals was underway before coral
bleaching and disease outbreaks. Sci. Adv. 6, eaax9395 (2020).

110f 13


http://advances.sciencemag.org/cgi/content/full/6/40/eabb1046/DC1
http://advances.sciencemag.org/cgi/content/full/6/40/eabb1046/DC1

SCIENCE ADVANCES | RESEARCH ARTICLE

29. W.Renema, J. M. Pandolfi, W. Kiessling, F. R. Bosellini, J. S. Klaus, C. Korpanty, B. R. Rosen,
N. Santodomingo, C. C. Wallace, J. M. Webster, K. G. Johnson, Are coral reefs victims
of their own past success? Sci. Adv. 2, e1500850 (2016).

30. N. Estrada-Saldivar, E. Jordan-Dalhgren, R. E. Rodriguez-Martinez, C. Perry, L. Alvarez-Filip,
Functional consequences of the long-term decline of reef-building corals in the
Caribbean: evidence of across-reef functional convergence. Roy. Soc. Open Sci. 6, 190298
(2019).

31. V.Denis, L. Ribas-Deulofeu, N. Sturaro, C.-Y. Kuo, C. A. Chen, A functional approach
to the structural complexity of coral assemblages based on colony morphological
features. Sci. Rep. 7, 9849 (2017).

32. L.Loke, P. A.Todd, Structural complexity and component type increase intertidal
biodiversity independently of area. Ecology 97, 383-393 (2016).

33. P.Dustan, O. Doherty, S. Pardede, Digital reef rugosity estimates coral reef habitat
complexity. PLOS ONE 8, e57386 (2013).

34, J.B.C.Jackson, M. Donovan, K. Cramer, V. Lam, in Status and Trends of Caribbean Coral
Reefs: 1970-2012 (Global Coral Reef Monitoring Network, 2014), pp. 1-306.

35. R.Fisher, B.T. Radford, N. Knowlton, R. E. Brainard, F. B. Michaelis, M. J. Caley, Global
mismatch between research effort and conservation needs of tropical coral reefs.
Conserv. Lett. 4,64-72 (2011).

36. J. Poon, Outline Development Plan for the Guangdong-Hong Kong-Macao Greater Bay Area
(National Development and Reform Commission People’s Government of Guangdong
Province Government of the Hong Kong Special Administrative Region Government of
the Macao Special Administrative Region, 2019).

37. T.P.T.Ng, M. C.F.Cheng, K. K. Y.Ho, G. C. S. Lui, K. M. Y. Leung, G. A. Williams,

Hong Kong'’s rich marine biodiversity: the unseen wealth of South China’s megalopolis.
Biodivers. Conserv. 26, 23-36 (2017).

38. N.N.Duprey, M. Yasuhara, D. M. Baker, Reefs of tomorrow: Eutrophication reduces coral
biodiversity in an urbanized seascape. Glob. Chang. Biol. 22, 3550-3565 (2016).

39. N.F.Goodkin, A. D. Switzer, D. M. Corry, L. De Vantier, J. D. True, K. A. Hughen,

N. Angeline, T.T. Yang, Coral communities of Hong Kong: Long-lived corals in a marginal
reef environment. Mar. Ecol. Prog. Ser. 426, 185-196 (2011).

40. C.T.Perry, P.Larcombe, Marginal and non-reef-building coral environments. Coral Reefs
22,427-432 (2003).

41. B.K.K.Chan, G. Xu, H. K. Kim, J.-H. Park, W. Kim, Living with marginal coral communities:
Diversity and host-specificity in coral-associated barnacles in the northern coral
distribution limit of the East China Sea. PLOS ONE 13, 0196309 (2018).

42. N.N.Duprey, T.X. Wang, T. Kim, J. D. Cybulski, H. B. Vonhof, P. J. Crutzen, G. H. Haug,

D. M. Sigman, A. Martinez-Garcia, D. M. Baker, Megacity development and the demise
of coastal coral communities: Evidence from coral skeleton & 15N records in the Pearl
River estuary. Glob. Chang. Biol. 26, 1338-1353 (2019).

43. D.R.Bellwood, T.P. Hughes, C. Folke, M. Nystrom, Confronting the coral reef crisis.
Nature 429, 827-833 (2004).

44. M. Nystrom, C. Folke, F. Moberg, Coral reef disturbance and resilience in a human-
dominated environment. Trees 15, 413-417 (2000).

45. J.Y.Liu, Status of marine biodiversity of the China Seas. PLOS ONE 8, e50719 (2013).

46. K.C.Seto, B. Guineralp, L. R. Hutyra, Global forecasts of urban expansion to 2030 and direct
impacts on biodiversity and carbon pools. Proc. Natl. Acad. Sci. U.S.A. 109, 16083-16088 (2012).

47. B.Morton, Hong Kong's coral communities: Status, threats and management plans.
Mar. Pollut. Bull. 29, 74-83 (1994).

48. W.Meacham, The lime kilns of Hong Kong's early historical archaeology. J. Hong Kong
Archeol. Soc. 7, 110-141 (1979).

49. J.W.Hayes, Peng Chau between 1798-1899. J. R. Asiat. Soc. 4, 71-96 (1964).

50. L.T.Toth,R.B.Aronson, S.V. Vollmer, J. W. Hobbs, D. H. Urrego, H. Cheng, I. C. Enochs,
D. J. Combosch, R. van Woesik, I. G. Macintyre, ENSO Drove 2500-Year Collapse of Eastern
Pacific Coral Reefs. Science 337, 81-84 (2012).

51. W.Cheung, Y. Sadovy, Retrospective evaluation of data-limited fisheries: A case
from Hong Kong. Rev. Fish Biol. Fish. 14, 181-206 (2004).

52. W.Cheung, S. Booth, D. Zeller, D. Pauly, Reconstructed catches in waters administrated
by the Hong Kong Special Administrative Region. Fisheries Centre, Working Paper Series
(2015).

53. S.B.Saila, V. L. Kocic, J. W. McManus, Modelling the effects of destructive fishing practices
on tropical coral reefs. Mar. Ecol. Prog. Ser. 94, 51-60 (1993).

54. P.J.Mumby, C. P. Dahlgren, A.R. Harborne, C. V. Kappel, F. Micheli, D. R. Brumbaugh,

K. E. Holmes, J. M. Mendes, K. Broad, J. N. Sanchirico, K. Buch, S. Box, R. W. Stoffle, A. B. Gill,
Fishing, trophic cascades, and the process of grazing on coral reefs. Science 311, 98-101
(2006).

55. L.S.Howard, B. E. Brown, Heavy metals and reef corals. Oceanogr. Mar. Biol. Annu. Rev. 22,
195-210 (1984).

56. D.McCorry, G. Blackmore, Tolo revisited: A resurvey of the corals and their metal burdens
in Tolo Harbour and channel twelve years and one million people later, in Proceedings of
the 10th International Marine Biological Workshop: The Marine Flora and Fauna of Hong
Kong and southern China (Hong Kong Univ. Press, 2000).

Cybulski et al., Sci. Adv. 2020; 6 : eabb1046 2 October 2020

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

M. J. Risk, Assessing the effects of sediments and nutrients on coral reefs. Curr. Opin.
Environ. Sustain. 7, 108-117 (2014).

C. Rogers, Responses of coral reefs and reef organisms to sedimentation. Mar. Ecol. Prog.
Ser. 62, 185-202 (1990).

F.Liu, S. Hu, X. Guo, X. Luo, H. Cai, Q. Yang, Recent changes in the sediment regime

of the Pearl River (South China): Causes and implications for the Pearl River Delta. Hydrol.
Process. 32,1771-1785 (2018).

S.Zhang, X. X. Lu, D. L. Higgitt, C-T. A. Chen, J. Han, H. Sun, Recent changes of water
discharge and sediment load in the Zhujiang (Pearl River) Basin, China. Glob. Plane.
Chang. 60, 365-380 (2008).

J.Xu, A.Y.T.Ho, K. Yin, X. Yuan, D. M. Anderson, J. H. W. Lee, P. J. Harrison, Temporal

and spatial variations in nutrient stoichiometry and regulation of phytoplankton biomass
in Hong Kong, waters: Influence of the Pearl River outflow and sewage inputs. Mar. Pollut.
Bull. 57, 335-348 (2008).

A. Chan, K. K. Chan, C. L. S. Choi, D. McCorry, M. W. Lee, P. Ang, Field Guide to Hard Corals
of Hong Kong (Agriculture, Fisheries and Conservation Department, Hong Kong SAR
Government and Cosmos Book Ltd, 2005).

J. Veron, Corals of the World. Volumes 1-3 (Australian Institute of Marine Science, ed. 1,
2000).

K. Lam, P. K. S. Shin, R. Bradbeer, K. K. Ku, P. Hodgson, S. G. Cheung, Baseline data
of subtropical coral communities in Hoi Ha Wan Marine Park, Hong Kong, obtained
by an underwater remote operated vehicle (ROV). Mar. Pollut. Bull. 54, 107-112
(2007).

D. McCorry, Hong Kong's scleractinian coral communities: Status, threats and proposals
for management, HKU Theses Online (HKUTO) (The University of Hong Kong, Pokfulam,
Hong Kong, 2002).

R.L.Zou, Z. H. Wang, C. Cheung, A resurvey of the corals at Hoi Ha Wan after eight years
and the Tai Leng Tun borrow area, in The Marine Flora and Fauna of Hong Kong and
Southern China. lll. Proceedings of the 4th International Marine Biological Workshop: The
Marine Flora and Fauna of Hong Kong and Southern China (Hong Kong Univ. Press, 1992),
pp. 837-849.

T. H. Clark, The Ecology of Indigenous and Transplanted Corals in the Cape d’Aguilar Marine
Reserve, Hong Kong (University of Hong Kong, 1997).

K.T.Wong, A.P.Y. Chui, E. K. Y. Lam, P. Ang Jr., A 30-year monitoring of changes in coral
community structure following anthropogenic disturbances in Tolo Harbour

and Channel, Hong Kong. Mar. Pollut. Bull. VL 133, 900-910 (2018).

P. Scott, M. Cope, The distribution of scleractinian corals at six sites within Tolo Harbour
and Channel, in Proceedings of the First Marine Biological Workshop: The Marine Flora and
Fauna of Hong Kong and Southern China, Hong Kong, 1980 (Hong Kong Univ. Press, 1982),
pp. 575-586.

P. Scott, M. Cope, Tolo revisited: A survey of the corals in Tolo Harbour and Channel
six years and half a million people later, in Proceedings of the Second International
Marine Biological Workshop: The Marine Flora and Fauna of Hong Kong and Southern China,
Hong Kong (1986), pp. 1203-1220.

Collinson, P. R. J, thesis. The ecology of a peripheral, subtropical coral community in
Hong Kong (University of Hong Kong, Pokfulam, Hong Kong SAR, 1997). Retrieved
from http://dx.doi.org/10.5353/th_b312357.

E.S. Darling, L. Alvarez-Filip, T. A. Oliver, T. R. McClanahan, I. M. C6té, D. Bellwood,
Evaluating life-history strategies of reef corals from species traits. Ecol. Lett. 15,
1378-1386 (2012).

G. Roff, P. J. Mumby, Global disparity in the resilience of coral reefs. Trends Ecol. Evol. 27,
404-413 (2012).

K. Fabricius, G. De‘ath, L. McCook, E. Turak, D. M. Williams, Changes in algal, coral and fish
assemblages along water quality gradients on the inshore Great Barrier Reef. Mar. Pollut.
Bull. 51, 384-398 (2005).

A.Chao, N. J. Gotelli, T. C. Hsieh, E. L. Sander, K. H. Ma, R. K. Colwell, A. M. Ellison,
Rarefaction and extrapolation with Hill numbers: A framework for sampling

and estimation in species diversity studies. Ecol. Monogr. 84, 45-67 (2014).

A. Chao, Y. Kubota, D. Zeleny, C.-H. Chiu, C.-F. Li, B. Kusumoto, M. Yasuhara, S. Thorn,
C.-L. Wei, M. J. Costello, R. K. Colwell, Quantifying sample completeness and comparing
diversities among assemblages. Ecol. Res. 35, 292-314 (2020).

K. R. Clarke, R. N. Gorley, P. J. Somerfield, R. M. Warwick, Change in Marine Communities:
An Approach to Statistical Analysis and Interpretation (Primer-E Ltd, 2014).

J.R. Bray, J. T. Curtis, An ordination of the upland forest communities of southern
Wisconsin. Ecol. Monogr. 27, 325-349 (1957).

J. Oksanen, F. G. Blanchet, R. Kindt, P. Legendre, P. R. Minchin, R. B. O’hara, G. L. Simpson,
P. Solymos, M. H. H. Stevens, H. Wagner, M. J. Oksanen, Package “vegan”. Commun. Ecol.
Package Vers. 2, 1-295 (2013).

C. L. Tyler, M. Kowalewski, Surrogate taxa and fossils as reliable proxies of spatial
biodiversity patterns in marine benthic communities. Proc. R. Soc. B 284,
20162839-20162810 (2017).

120f 13


http://dx.doi.org/10.5353/th_b312357

SCIENCE ADVANCES | RESEARCH ARTICLE

81. D.Bates, M. Machler, B. Bolker, S. Walker, Fitting linear mixed-effects models using Ime4.
arXiv:1406.5823 (2014).

82. A.Humanes, S. H. C. Noonan, B. L. Willis, K. E. Fabricius, A. P. Negri, Cumulative effects
of nutrient enrichment and elevated temperature compromise the early life history
stages of the coral Acropora tenuis. PLOS ONE 11, e0161616 (2016).

83. E.DiMartino, J. B. C. Jackson, P. D. Taylor, K. G. Johnson, Differences in extinction rates
drove modern biogeographic patterns of tropical marine biodiversity. Sci. Adv. 4,
eaaq1508 (2018).

84. A.Chao, L. Jost, Coverage-based rarefaction and extrapolation: Standardizing samples by
completeness rather than size. Ecology 93, 2533-2547 (2012).

85. R.S.Vasile, R. B. Manning, R. Lemaitre, William Stimpson’s journal from the North Pacific
exploring expedition, 1853-1856. Carcinol. Soc. Jpn. 2005, 1-228 (2005).

86. P.A.Todd, X. Ong, L. M. Chou, Impacts of pollution on marine life in Southeast Asia.
Biodivers. Conserv. 19, 1063-1082 (2010).

87. S.Yan, J.-x.Zhao, A.Y.A. Lau, G. Roff, N. D. Leonard, T. R. Clark, A. D. Nguyen, Y.-x. Feng,
G. Wei, W. Deng, X. Chen, Episodic reef growth in the Northern South China Sea linked
to warm climate during the past 7,000 years: Potential for future coral refugia. J. Geophys.
Res. 124,1032-1043 (2019).

88. W.Kiessling, C. Simpson, B. Beck, H. Mewis, J. M. Pandolfi, Equatorial decline of reef corals
during the last Pleistocene interglacial. Proc. Natl. Acad. Sci. U.S.A. 109, 21378-21383 (2012).

89. T.R.Chen, K.F.Yu, Q. Shi, S.Li, G.J. Price, R. Wang, M. X. Zhao, T. G. Chen, J. X. Zhao,
Twenty-five years of change in scleractinian coral communities of Daya Bay (northern
South China Sea) and its response to the 2008 AD extreme cold climate event. Chinese Sci.
Bull. 54,2107-2117 (2009).

90. M. X.Zhao, K.F.Yu, Q. M. Zhang, Q. Shi, G. Roff, Age structure of massive Porites lutea
corals at Luhuitou fringing reef (northern South China Sea) indicates recovery following
severe anthropogenic disturbance. Coral Reefs 33, 39-44 (2014).

91. Z.Wu, J. D. Milliman, D. Zhao, J. Zhou, C. Yao, Recent geomorphic change in LingDing
Bay, China, in response to economic and urban growth on the Pearl River Delta, Southern
China. Global Planet. Chang. 123, 1-12 (2014).

92. A.Archana, L. Li, K. Shuh-Ji, B. Thibodeau, D. M. Baker, Variations in nitrate isotope
composition of wastewater effluents by treatment type in Hong Kong. Mar. Pollut. Bull.
111, 143-152 (2016).

93. L.B.Trott, Marine ecology in Tolo Harbour, Hong Kong. Chung Chi J. 11, 26-32 (1972).

94. P.A.Tanner, L.S. Leong, S. M. Pan, Contamination of heavy metals in marine sediment
cores from Victoria Harbour, Hong Kong. Mar. Pollut. Bull. 40, 769-779 (2000).

95. M. Zhao, K. Yu, Q. Zhang, Q. Shi, G. J. Price, Long-term decline of a fringing coral reef
in the Northern South China sea. J. Coast. Res. 28, 1088-1099 (2012).

96. D.K.Hubbard, Depth-related and species-related patterns of Holocene reef accretion
in the Caribbean and western Atlantic: A critical assessment of existing models. Int. Assoc.
Sedimentol. Spec. Publ. 41, 1-18 (2009).

97. M.S. Pratchett, P. L. Munday, S. K. Wilson, N. A. J. Graham, J. E. Cinner, D. R. Bellwood,
G.P.Jones, N. V. C. Polunin, T. R. McClanahan, Effects of climate-induced coral bleaching
on coral-reef fishes—Ecological and economic consequences.Oceanogr. Mar. Biol. 46,
251-296 (2008).

98. J.S.Stella, M. S. Pratchett, P. A. H. G. P. Jones, Oceanography and marine biology,
in Tractable Benefits of No-Take Areas for Coral Reefs (CRC Press, 2011), vol. 20115434,
pp.51-112.

99. K.E.Fabricius, C. Langdon, S. Uthicke, C. Humphrey, S. Noonan, G. Death, R. Okazaki,

N. Muehllehner, M. S. Glas, J. M. Lough, Losers and winners in coral reefs acclimatized
to elevated carbon dioxide concentrations. Nat. Clim. Chang. 1, 165-169 (2011).

100. V.Denis, T. Mezaki, K. Tanaka, C.-Y. Kuo, S. De Palmas, S. Keshavmurthy, C. A. Chen,
Coverage, diversity, and functionality of a high-latitude coral community (Tatsukushi,
Shikoku Island, Japan). PLOS ONE 8, e54330 (2013).

101. K. Fabricius, Effects of terrestrial runoff on the ecology of corals and coral reefs: Review
and synthesis. Mar. Pollut. Bull. 50, 125-146 (2005).

102. C.D'Angelo, J. Wiedenmann, Impacts of nutrient enrichment on coral reefs: New
perspectives and implications for coastal management and reef survival. Curr. Opin.
Environ. Sustain. 7, 82-93 (2014).

103. Y.Zong, F.Yu, G. Huang, J. M. LIoyd, W. W. S. Yim, Sedimentary evidence of Late Holocene
human activity in the Pearl River delta, China. Earth Surf. Process. Landf. 35, 1095-1102
(2010).

104. Y.Zong, A.C.Kemp, F. Yu, J. M. Lloyd, G. Huang, W. W.-S. Yim, Diatoms from the Pear|
River estuary, China and their suitability as water salinity indicators for coastal
environments. Mar. Micropaleontol. 75, 38-49 (2010).

Cybulski et al., Sci. Adv. 2020; 6 : eabb1046 2 October 2020

105. Y.Zong, K. Huang, F. Yu, Z. Zheng, A. Switzer, G. Huang, N. Wang, M. Tang, The role
of sea-level rise, monsoonal discharge and the palaeo-landscape in the early Holocene
evolution of the Pearl River delta, southern China. Quat. Sci. Rev. 54, 77-88 (2012).

106. T.R.Clark, X. Chen, N. D. Leonard, F. Liu, Y. Guo, T. Zeng, G. Wei, J.-x. Zhao, Episodic coral
growth in China’s subtropical coral communities linked to broad-scale climatic change.
Geology 47, 79-82 (2018).

107. S.A. Marcott, J. D. Shakun, P. U. Clark, A. C. Mix, A reconstruction of regional and global
temperature for the past 11,300 years. Science 339, 1198-1201 (2013).

108. K.Selvaraj, C.-T. Chen, J.-Y. Lou, B. S. Kotlia, Holocene weak summer East Asian monsoon
intervals in Taiwan and plausible mechanisms. Quat. Int. 229, 57-66 (2011).

109. J.Y.Xie, D. C. Lau, K. Kei, V. P. Yu, W.-K. Chow, J.-W. Qiu, The 2014 summer coral bleaching
event in subtropical Hong Kong. Mar. Pollut. Bull. 124, 653-659 (2017).

110. K.L.Cramer, A.O'Dea, J. S. Leonard-Pingel, R. D. Norris, Millennial-scale change
in the structure of a Caribbean reef ecosystem and the role of human and natural
disturbance. Ecography 43, 283-293 (2019).

111. J. M. Pandolfi, J. B. C. Jackson, N. Baron, R. H. Bradbury, H. M. Guzman, T. P. Hughes,

C.V. Kappel, F. Micheli, J. C. Ogden, H. P. Possingham, E. Sala, Are U.S. coral reefs
on the slippery slope to slime? Science 307, 1725-1726 (2005).

112. K.L.Cramer, A. O'Dea, T.R. Clark, J.-x. Zhao, R. D. Norris, Prehistorical and historical
declines in Caribbean coral reef accretion rates driven by loss of parrotfish. Nat. Commun.
8, 14160 (2017).

113. J. Wiedenmann, C. D’Angelo, E. G. Smith, A. N. Hunt, F.-E. Legiret, A. D. Postle,

E. P. Achterberg, Nutrient enrichment can increase the susceptibility of reef corals
to bleaching. Nat. Clim. Chang. 3, 160-164 (2013).

114. K. Yu, Coral reefs in the South China Sea: Their response to and records on past
environmental changes. Sci. China Earth Sci. 55, 1217-1229 (2012).

115. T.Chen, G. Roff, L. McCook, J. Zhao, S. Li, Recolonization of Marginal Coral Reef Flats in
Response to Recent Sea-Level Rise. J. Geophys. Res.-Oceans 123, 7618-7628 (2018).

116. X.Li,H.Huang, J.S. Lian, J. H. Yang, C. Ye, Y. Q. Chen, L. M. Huang, Coral community
changes in response to a high sedimentation event: A case study in southern Hainan Island.
Chinese Sci. Bull. 58, 1028-1037 (2012).

117. D.P.Tittensor, C. Mora, W. Jetz, H. K. Lotze, D. Ricard, E. V. Berghe, B. Worm, Global
patterns and predictors of marine biodiversity across taxa. Nature 466, 1098-1101 (2010).

Acknowledgments: We thank V. Yu for local guidance and help collecting coral subfossils, as
well as J. -L. Duprey, M. Dumestre, A. Yeung, A. Chung, J. Wong, P. Thompson, T. Kim, A. Joest,
and A. Lau for help with beach surveys. Thanks to C. Wong for laboratory assistance. Thanks to
Y. Hong for sedimentation rates data. Thanks to S. Mcllroy, I. Conti-Jerpe, and A. Corley for
reviews. Thanks to M. Kowalewski and A. O'Dea for general data analysis and story guidance.
Thanks to the multiple blind peer reviewers and their constructive criticism that greatly
improved the manuscript. Funding: Funding for this project came from the Research Grants
Council Hong Kong and GRF grants entitled “Sedimentary records of historical coral diversity
and distribution in the South China Sea” (#17304116) and “Hopping or Whack-A-Mole?
Cenozoic dynamics of marine biodiversity hotspots” (#17302518). Author contributions:
J.D.C,, SM.H,, N.N.D., M.Y., B.L.M., and D.M.B. conceived, designed, and coordinated the study;
J.D.C,, N.N.D,, S.M.H., and B.L.M. collected, identified, and organized the fossil core data; J.W.Q.
and J.Y.X. collected the modern coral data; J.D.C. organized and analyzed the datasets and
drafted the manuscript. All authors discussed results and interpretations, commented on the
drafts of the manuscript, and gave final approval for publication. Competing interests: The
authors declare that they have no competing interests. Data and materials availability:
Surface water temperatures in Hong Kong were accessed from the Hong Kong Environmental
Protection Department, Marine Water Quality Database (https://cd.epic.epd.gov.hk/
EPICRIVER/marine/?lang=en). All other data needed to evaluate the conclusions in the paper
are present in the paper and/or the Supplementary Materials or published on GitHub at
https://github.com/joncybulski/Cybulski-et-al.-2020.-Science-Advances. Additional data
related to this paper may be requested from the authors.

Submitted 12 February 2020
Accepted 19 August 2020
Published 2 October 2020
10.1126/sciadv.abb1046

Citation: J. D. Cybulski, S. M. Husa, N. N. Duprey, B. L. Mamo, T. P. N. Tsang, M. Yasuhara, J. Y. Xie,
J.W. Qiu, Y. Yokoyama, D. M. Baker, Coral reef diversity losses in China's Greater Bay Area were
driven by regional stressors. Sci. Adv. 6, eabb1046 (2020).

130f 13


https://arxiv.org/abs/1406.5823
https://cd.epic.epd.gov.hk/EPICRIVER/marine/?lang=en
https://cd.epic.epd.gov.hk/EPICRIVER/marine/?lang=en
https://github.com/joncybulski/Cybulski-et-al.-2020.-Science-Advances

