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Abstract
Ecosystem modelling is increasingly used to explore ecosystem-level effects of changing

environmental conditions and management actions. For coral reefs there has been increas-

ing interest in recent decades in the use of ecosystem models for evaluating the effects of

fishing and the efficacy of marine protected areas. However, ecosystem models that inte-

grate physical forcings, biogeochemical and ecological dynamics, and human induced per-

turbations are still underdeveloped. We applied an ecosystem model (Atlantis) to the coral

reef ecosystem of Guam using a suite of management scenarios prioritized in consultation

with local resource managers to review the effects of each scenario on performance mea-

sures related to the ecosystem, the reef-fish fishery (e.g., fish landings) and coral habitat.

Comparing tradeoffs across the selected scenarios showed that each scenario performed

best for at least one of the selected performance indicators. The integrated ‘full regulation’

scenario outperformed other scenarios with four out of the six performance metrics at the

cost of reef-fish landings. This model application quantifies the socio-ecological costs and

benefits of alternative management scenarios. When the effects of climate change were

taken into account, several scenarios performed equally well, but none prevented a col-

lapse in coral biomass over the next few decades assuming a business-as-usual green-

house gas emissions scenario.

Introduction
Sustainable use of environmental resources is inextricably linked to long-term human well-
being [1]. This is especially true for many tropical countries and island territories where coral
reefs provide provisional and regulatory services to millions of people who depend on them
[2]. However, the overwhelming evidence of anthropogenic loss or degradation of coral reef
ecosystems worldwide [3, 4] leads to challenges for coral reef managers who need to sustain the
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ecosystem functions and services under changing environmental conditions and human use
patterns [5, 6]. Management decisions intended to achieve desired outcomes have cultural,
social and economic consequences for the resource users and these consequences should be
accounted for in policy decisions to increase compliance [7, 8]. For example, coral reef fisheries
not only provide food but also recreation and cultural identity for local residents [9]. Loss of
fishery yield due to over-exploitation, degraded habitats or policy regulations have far-reaching
social, cultural and economic consequences for the people relying on these resources. This rec-
ognition that humans are an integrated part of the ecosystems, has led a movement toward eco-
system-based management (EBM) in the last decade [10, 11]. Ecosystem models can be useful
tools in the planning and implementation of EBM by evaluating ecological and socioeconomic
tradeoffs of alternative management policies prior to their implementation [12, 13].

In the last 30 years, research on the efficacy of coral reef fisheries management and implica-
tions of alternative management scenarios has seen a steep increase [14]. However, in 80% of
these studies conclusions were primarily in general conjectural terms and projections of cli-
mate change were often not taken into account [14]. Johnson et al [14] concluded that studies
on the effectiveness of different management actions and approaches, tradeoffs and trajectories
under climate change are still lacking and this study contributes to filling that gap.

In this paper, we describe the application of an ecosystem model to a complex multispecies
fishery with degraded habitats where we evaluate the socio-ecological tradeoffs of alternative
management policies, taking into account the projected effects of climate change. We apply the
model using the island of Guam in the tropical west Pacific Ocean as a case study. Over the last
three decades coral cover and reef-fish biomass have declined in Guam [15]. To enhance con-
servation of fish stocks and habitat, the government of Guam established five marine protected
areas (MPAs) in 1997–2001. MPAs have been shown to be effective at enhancing resilience to
climate change [16], increasing coral recovery in the Caribbean [17], supporting larval supplies
to other areas [18] and enhancing biomass and reproduction of fish species [19]. The MPAs
around Guam have increased fish abundance and reproduction of some fish species compared
to the open access areas [20, 21], but fish biomass is still heavily depleted compared to a situa-
tion without humans [22]. Guam managers are now interested in using ecosystem modelling
to explore tradeoffs of alternative management approaches [23].

Five potential management scenarios were selected after discussions at two informal meet-
ings in Guam with local managers and other stakeholders (S1 Table is a list of participatory
agencies). These simulated scenarios are example scenarios to visualize the utility of the ‘end-
to-end’ Guam Atlantis model and to help understand and evaluate the socio-ecological trade-
offs of alternative management policies. Policy performance was measured against indicators
for ecosystem services (e.g., reef status, biomass of exploited species, total landings). Simula-
tions were modeled with and without the cumulative effects of climate change. Model results of
the selected management policies were then compared relative to each other and these results
can be used to evaluate the trade-offs inherent in having both socio-economic and ecological
goals.

Methods

Atlantis ecosystemmodel
The Atlantis ecosystem model is a deterministic spatially-explicit dynamic model that couples
biophysical processes with human-use dynamics and is used as a policy exploration tool for
EBM [24]. The main dynamics and process equations are provided in Fulton et al. [25] and
briefly summarized in S1 Text. In a companion paper [26] we explored the interactive effect
size of the three main drivers that influence the reef status in Guam: land-based sources of
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pollution (LBSP; sediments and nutrients), fishing, and climate change (ocean warming and
acidification). In the supplemental materials of that paper we detail the validation of the differ-
ent stressors by comparing modeled data with empirical data or expected patterns. Modeled
effects of LBSP and fishing showed a good overlap with empirical data, although model skill
assessment showed that the model was positively biased towards functional species groups
with a high biomass, these groups were over-represented (especially the small-bodied parrot-
fish (scrapers)). Model sensitivity analyses indicated that the LBSP effects, in particular, were
sensitive to productivity. Ocean acidification was not well resolved in the model, but the more
imminent climate change threat to corals due to ocean warming showed a few bleaching events
in the first decade in 2000, after which corals recovered to some extent. These results are in
agreement with empirical studies. The model also showed that corals could not keep up when
bleaching events were annual, as projected to happen under the current greenhouse gas emis-
sion trajectory (IPCC AR8.5). By around 2040 coral biomass had plummeted to very low
levels both for branching and massive corals [26]; a result also shown by other studies [27–29].
Despite the limitations of the model (bias, sensitive to productivity, effects of acidification not
well resolved), the model was able to project plausible biomass data under the different stress-
ors and was deemed robust for comparative studies [26].

Human-use dynamics can be incorporated in Atlantis through the fishing module, and the
management and assessment module. For the purpose of our paper, we are only interested in
the relative comparisons of the performance of alternative management scenarios. Fishing was
simplified and represented by constant fishing mortality rates (% mortality per year) over the
course of the simulation (with variations to represent the management scenarios). We did not
include the monitoring and assessment module of the Atlantis model framework. To set our
fixed fishing mortality, we first calibrated the model to spatially explicit historical landings of
the shore-based fishery and to biomass trends [30, 31]. We calculated the fishing mortality for
each functional species group by dividing the landings at year 1 with the standing stock bio-
mass at year 1 to get a proxy for annual fishing mortality for that functional group. We then
used those proxy values as the fixed fishing mortality per functional group.

The recently developed Guam Atlantis model [26] encompasses the shallow (� 30 m) reefs
around Guam, spanning approximately 110 km2 (Fig 1). This model domain incorporates 55
spatially-differentiated habitats (polygons) and 2 vertical water layers (0–6 m and 6–30 m)
allowing for the representation of hydrodynamic and biological processes around Guam. These
processes are forced with daily hydrodynamic flows, salinity, and temperature outputs from a
5-km resolution, regional ocean modeling system model (ROMS: www.myroms.org) developed
for the Coral Triangle region in the western Pacific Ocean [32].

Trophic dynamics are represented by 42 functional groups based on diet, life-history, eco-
logical role, and habitat requirements (S2 Table). Where appropriate, functional groups were
further divided into exploited and lightly-fished taxa based on inshore fishery creel surveys
conducted by Guam’s Division of Aquatic and Wildlife Resources (DAWR). Initial conditions
and data sources are described in Weijerman et al [31] and Weijerman et al [26].

The model was considered robust after passing three calibration tests [33–35] (S1 Text): (1)
the model was able to reproduce unfished biomasses, i.e., the model reached and stabilized at
similar biomass levels to those observed in marine reserves in Guam and at unpopulated
Northern Mariana Islands; (2) weight-at-age stayed stable and abundance of size classes
decreased with increasing size classes (few large organisms and many small ones), and (3) the
model was able to fit historical catch time series which were derived from DAWR inshore fish-
ery creel surveys [30]. The model was further validated by comparing model output data for
key coral reef dynamics (effect of LBSP, mitigating effect of structural complexity on fish
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Fig 1. Spatial structure of the GuamAtlantis model based on homogeneous biophysical characteristics. Polygons closest to shore have one depth
layer (0–6 m) and the others two (0–6 m and 6–30 m for the middle ones and 0–6 m and 6–100 m for the 7 outer, boundary polygons). Blue polygons indicate
marine preserves. The star in the inset map represents the location of Guam located in the Mariana Archipelago in the Pacific Ocean. Polygons with nutrient
and/or sediment inputs are those numbered 3, 7, 8, 10, 16, 17, 22, 23, 24, 26, 30, 32, 48, 49, 52, and 53. (Figure taken with permission from [26]).

doi:10.1371/journal.pone.0152577.g001
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predation, coral-algal competition) with empirical data from Guam and published relation-
ships [26] (S1 Text).

Simulated management scenarios
In November 2012 the Coral Reef Conservation Program management liaison, Ms Valerie
Brown, NOAA Pacific Islands Regional Office, facilitated an informal meeting. Invitations to
attend an introductory presentation on integrated ecosystem modeling and how it could help
managers were sent out to all local and federal managers and other stakeholders (staff of uni-
versity of Guam, Marine Laboratory, US Navy, NGOs, fisheries Co-op) that are involved with
coral reef ecosystems in Guam. Fifteen people representing 11 organizations attended and fol-
low up meetings were organized with staff of organizations that could not attend, reaching out
to another 11 people (S1 Table). Based on discussions of management goals and identified
management scenarios of interest, we selected six scenarios. In June 2014, we presented those
selected scenarios to the resource managers and stakeholders to make sure we captured their
interest sufficiently. Apart from those six alternative management scenarios we also simulated
a ‘no-change’ or ‘status quo’ scenario and a ‘no stressors’ (no fishing, no LBSP, no climate
change) scenario. We identified appropriate ecosystem metrics based on the managers’ goals
(S2 Text) and used the model outcome of the no-stressors scenario as the ‘best’ performance
criteria, against which we evaluated the ecosystem response of alternative management scenar-
ios of interest (Table 1).

In total, seven policy scenarios were simulated with Guam Atlantis and one ‘no stressors’
scenario. The policy scenarios were:

Scenario 1—Status quo (no change) represented by five MPAs and existing levels of land-based
sources of pollution.
The status-quo simulation had constant fishing mortalities (F) per functional group (S3
Table) with no fishing (F = 0) in the MPAs and additional runoff of LBSP. LBSP was mod-
eled as the addition of nutrients and sediments to the coastal polygons with riverine run-off
and/or sewage outfall pipes (Fig 1), and estimated loads were based on flow data and the
related sediment and nutrient inputs per river for each Atlantis polygon [31].

Scenario 2—Remove existing MPAs and implement a weekly catch limit (further referred to as
TAC) with existing levels of LBSP.

Table 1. Goals, ecosystemmetrics and performance criteria. Performance of the alternative strategies
was based on reaching the criteria of conservation ecosystemmetrics (#1–3) and extraction ecosystemmet-
rics (#4a, b). Criteria were based on a simulation of no local (fishing and land-based sources of pollution) or
global (climate change) stressors. The criteria for landings are the total catches from the status quo
simulation.

Goal Ecosystem metric Criteria
(45
year)

1. Improved water quality Calcifiers:non-calcifiers ratio 1.15

2a. Increased reef resilience Biomass of herbivores: browsers & grazers &
detritivores

1,344 t

2b. Increased reef resilience Biomass of herbivores: excavators & scrapers 1,043 t

3. Enhanced fish biomass Total reef-fish biomass 5,309 t

4a. Maintain or improved fishery
landings

Number of fish groups not overexploited 20

4b. Maintain or improved fishery
landings

Biomass of reef-fish landings caught by shore-based
fishers

128 t

doi:10.1371/journal.pone.0152577.t001
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We estimated an annual catch limit as 75% of the average catches of the first five years of
the status quo catches and then converted this value to a weekly TAC. We simulated the
TAC scenario with the same fixed fishing mortality rates as in the status quo simulation but
when the TAC was reached, fishing stopped for that week. Fishing was allowed in every
polygon.

Scenario 3—Remove existing MPAs and implement size limits with existing levels of LBSP.
For the size-limit-based fishery simulations, we assumed the same fixed fishing mortality
rates as in the status quo simulation but no immature fishes were targeted. Since fishing
mortality stayed the same under this scenario compared to the status quo scenario, older
size classes get targeted more heavily. Based on the weight and age at first maturity, the age
and size at first capture for each functional group differed (S3 Table). Fishing was allowed
in every polygon.

Scenario 4—Remove existing MPAs and implement TAC and size limits with existing levels of
LBSP.
In this scenario we combined the rules of scenarios 2 and 3.

Scenario 5—Remove existing MPAs and implement TAC and size limits with no additional
LBSP.
This scenario differed only from scenario 4 by not simulating the delivery of additional
nutrients and sediments to the coastal areas.

Scenario 6—Status quo with no LBSP.
In this scenario we used the same constant fishing mortalities as identified under scenario 1,
but did not simulate any additional nutrients and sediments to the coastal areas.

Scenario 7—Full regulations. In this scenario we kept existing MPAs in place and implemented
both size limits and TAC with no LBSP. This scenario combines all management regula-
tions.
Each of the scenarios was simulated for 45 years (1985–2030) without including climate
change projections. We wanted to take a realistic no-regrets approach to management strat-
egy selection, so the better performing scenarios with no climate change were also re-run
for 45 years with climate drivers included. For this approach we selected the three scenarios
where the performance evaluation with no climate change had the highest average across all
four goals.

Performance evaluation
Criteria to assess the performance of the scenarios were based on a model simulation with no
stressors for ecosystem state conditions and for the fishery the current landings, hence, ecosys-
tem metrics reaching these values were considered ‘best’ (Table 1). Performance of each sce-
nario was measured at the end of the simulation against criteria for six ecosystem metrics
based on the four management goals (Table 1 and S2 Text):

1. Improved water quality (no additional LBSP). The metric used to assess the performance of
this goal was the ratio of benthic calcifiers to non-calcifiers with calcifiers defined as corals
and crustose-coralline algae (CCA) and non-calcifiers as turf and macroalgae.

2. Increased reef resilience. Performance metrics for this goal were biomass of different ecolog-
ically important herbivorous fishes, as these groups are critical for maintaining coral-reef
habitat and reversing macroalgal strands to cropped states [36].

EcosystemModelling to Support Coral Reef EcosystemManagement
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3. Enhanced fish biomass. Modeled outcome of total fish biomass was used as the metric for
the performance of this goal.

4. Maintenance of, or improved fishery landings. Performance for this goal was measured by
two fishery-related metrics: (a) the number of functional fish groups that are not overex-
ploited, and (b) landings of reef fish.

To account for interannual variability, we took the mean of the last five simulated years. For
ease of interpretation and visualization, the 5-year mean values were normalized over all strate-
gies so that the best result of an ecosystem metric is assigned the value of 1 and all other values
scaled accordingly.

Different weightings can be given to the ecosystem metrics in quantifying the overall perfor-
mance of each management approach. Since managers identified four ecosystem goals and the
identified ecosystem metrics are based on those goals, we weighted 1–4 equally and took the
average of 2a and 2b for goal 2 and the average of 4a and 4b for goal 4. As the management
goals can also be grouped into a conservation component, (goals 1–3) representing the func-
tionality of the ecosystem, and a socio-economic component (goal 4), we also evaluated the
cost and benefit tradeoffs between the metrics #1–3 (all weighted equally) and metric #4 by tak-
ing the overall average of these two components.

Results
In general, no one management scenario was best for all goals. However, with regard to fish
biomass, as can be expected, fishery regulations that reduce fishing pressure led to a higher
biomass of target species (apex predators, herbivores and invertivores), while the non-target
groups were less influenced (Fig 2). Surprisingly, the response of target herbivores was less pro-
nounced compared to the target invertivores (but see discussion). Response of invertebrate
groups was similar in all fishery regulation and status-quo scenarios (Fig 2). Likely because of
an increase in biomass in invertebrate feeders, the overall biomass of invertebrates decreased
correspondingly

No land-based sources of pollution scenarios
Scenarios with no land-based sources of pollution (a range of different fishery regulations)
showed a shift in the benthic composition towards an increase in benthic filter feeders (corals,
soft corals, sponges, bivalves, anemones, zooanthids), as well as a reduction in the overall bio-
mass of primary producers (benthic algae and phytoplankton), compared to scenarios with
LBSP (Fig 2, S1 Fig, S4 Table). Other ecosystem effects included a clear increase in biomass of
planktivores (FPL), mid-water piscivores (FPM), rays (RAY), sea stars (BSS) and demersal
(ZD) and herbivorous (copepods, ZH) zooplankton and a decrease in the biomass of benthic
carnivores (BC), infauna (BM, polychaetes), cephalopods (CEP), and benthic grazers (BG,
urchins), (Fig 2, S1 Fig).

Socio-ecological tradeoffs
The management of complex ecosystems is influenced by the tradeoffs of the objectives related
to different components of the reef system, i.e., the ecosystem goods (metrics #4) and ecosys-
tem services (metrics #1–3). To show these tradeoffs we present an overall aggregate perfor-
mance measure kite diagram for the average of the last 5 years of the simulation of each
management scenario (Fig 3). Comparing tradeoffs across these scenarios show that each sce-
nario neared the criteria of at least one of the ecosystem metrics (Fig 3). When fishing is regu-
lated according to the integrated ‘full regulation’ scenario (size limit, TAC, MPAs, and no

EcosystemModelling to Support Coral Reef EcosystemManagement
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Fig 2. Ecosystem effects after a 45-year simulation of alternative scenarios on different functional groups. Target groups are species exploited in the
shore-based fishery. Filter feeders include corals and other sessile benthic filter feeders. Prim prod is primary producers and include phytoplankton and
benthic algae.

doi:10.1371/journal.pone.0152577.g002

Fig 3. The overall performance of the management strategies for the scaled integrated (composite) performance measures (scaled so that best
performance of any scenario in eachmetric is set to one, represented by the outer circle, and all other responses scaled to that so the larger the
area the better the overall ecosystem performance). The performance of the size limit and TAC scenario was almost identical to the TAC scenario and is
left out for simplicity.

doi:10.1371/journal.pone.0152577.g003
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LBSP), landings were reduced to 79% of the status quo landings but all other metrics increased
between 115% (biomass herbivores) and 157% (total reef-fish biomass) compared to the status
quo (S4 Table). The outcomes of the full regulation scenario approached the criteria for four
out of the six metrics (Fig 3). Results were similar for the combined size limit, TAC and no
LBSP scenario, but the total reef-fish biomass metric performed less well in this latter scenario
and there was one more over-exploited group. This indicates that integrated management
including MPAs and off reserve restrictions leads to a higher overall biomass and an increase
in the spawning potential compared to open access.

Evaluating the overall performance of each management approach by weighting the man-
agement goals 1–4 equally, showed that the scenario with full regulations had the highest
average value followed by the combined size limit, TAC and no LBSP scenario (Table 2). Quan-
tifying the performance of just the conservation components (goals 1–3), showed that the full
regulation scenario again had the highest overall value (Table 2). With regard to the extraction
or socioeconomic components (goal 4), the status quo with no additional LBSP outperformed
the other scenarios (0.52), with the size limit scenario being second best (0.48; Table 2).

Alternative fishery regulation scenarios
Size-limit scenario. For ecosystem state metrics (#1–3) the size-limit based fishery scored

slightly less than status quo, but fish landings (goal #4) scored higher (Table 2). The small
increase in fish catch, and switch towards targeting larger size classes that is inherent to this
scenario, was reflected in the reduction in the abundance of large fishes (Fig 4). None of the
ecosystem status metrics reached the criteria (Fig 3, S4 Table) and four fish groups (humphead
wrasse (Cheilinus undulatus), bumphead parrotfish (Bolbometopon muricatum), target brows-
ers (Naso sp.) and reef-associated sharks), were overexploited at the end of the simulation, just
as in the status quos scenario. Despite the overall reduction in predatory and invertivorous fish
functional groups in this scenario, invertebrates themselves did not change noticeably com-
pared to the status quo scenario (Fig 2).

TAC scenario. Among fishery regulations scenarios, imposing a TAC led to more favor-
able outcomes than status quo and size limit scenarios with a tradeoff of 80% of the status quo
fish landings. The TAC scenario led to higher biomass of herbivores and overall reef-fish bio-
mass and fewer groups becoming overexploited compared to the status quo and size limit sce-
narios—only the bumphead parrotfish was still overexploited (Fig 3). Ecosystem effects of the
TAC scenario were less pronounced compared to the scenarios with no LBSP, with the main
effects being an increase in target invertivores and herbivores (Fig 2).

TAC & size limit & no LBSP and full regulation scenarios. The combined size limit,
TAC and no LBSP scenario and the full regulation scenario (combined size limit, TAC, no

Table 2. Decision table of sevenmanagement scenarios based on weightings of performancemetrics. Mean normalized results of ecosystemmetrics
used in performance evaluation of alternative management scenarios with regards to the ecosystem status (goals # 1–3) and socio-economic conditions
(metrics # 4a,b). Results for each metric (Table 1, Fig 3) were scaled between zero (worst) and one (best). LBSP is land-based sources of pollution. Bold val-
ues are highest (best) values per row.

Decision Table Status
Quo

Size
Limit

TAC TAC & Size
Limit

TAC & Size Limit &no
LBSP

Status Quo &no
LBSP

Full Regula-
tions

Equal weighting of goals (#1–4) 0.23 0.23 0.45 0.42 0.62 0.46 0.71

Average conservation goals (#1–3) 0.15 0.14 0.51 0.47 0.68 0.37 0.75

Average extraction goal (#4) 0.43 0.48 0.47 0.46 0.36 0.52 0.46

Conservation & Extraction equally
weighted

0.29 0.31 0.49 0.46 0.52 0.45 0.61

doi:10.1371/journal.pone.0152577.t002
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Fig 4. Age-class distributions of (left) target invertivorous fish (e.g. goat fish, snapper, wrasse),
(middle) humphead wrasse and (right) target browsers (e.g. unicornfish) at the end of 40 year
simulation of different management scenarios. The “No Stressors” scenario indicates no fishing and no
land-based sources of pollution (LBSP). The scenario “Size Limit & TAC & no LBSP” had similar results as
the “Size Limit & TAC” scenario and is therefore left out for clarity. The “Full Regulation” scenario is
comprised of size limit, TAC, MPAs and no LBSP.

doi:10.1371/journal.pone.0152577.g004
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LBSP and MPAs), had respectively two and four metrics that almost reached the criteria (Fig
3), indicating improved ecosystem state compared to the status quo, but at the cost of 80%
and 79%, respectively, in status quo fishery landings. The bumphead parrotfish was still
overexploited.

Cumulative effects of climate change
Cumulative effects of projected climate change (ocean acidification and ocean warming) on
corals was simulated for the three management scenarios that performed best overall—all were
scenarios with no LBSP: status quo and no LBSP; size limit, TAC and no LBSP; and the full reg-
ulation scenarios. Absolute values for the ecosystem metrics varied only slightly between the
three scenarios. The most pronounced consequence of incorporating climate change was a
large reduction in the ratio of calcifiers to non-calcifiers, to around half of the ratio in scenarios
without the simulation of climate change, due to the loss of corals. The overall aggregate per-
formance measure kite diagram shows the tradeoffs of the simulation of each of these three
management scenarios with the full regulation and size limit, TAC and no LBSP scenarios
being almost identical and scoring higher overall than the status quo and no LBSP on four out
of the six performance measures, but again at a costs of the total landings of targeted fish
groups (Fig 5).

Comparison of outcomes with and without local stressors showed that coral biomass
increased in the short-to-medium term (45 years) when stressors are absent. However, the
cumulative effects of climate change and local stressors resulted in a sharp reduction in all eco-
system metrics (Fig 5), and coral biomass declined dramatically in 2025, by which time pro-
jected ocean temperature regularly (almost annually) surpasses the bleaching threshold and
pCO2 > 500 ppm (Fig A1 in S1 Text). By that time, corals declined terminally irrespective of
which fishery management approach was implemented (Fig 6).

Discussion
Amove toward resilience-based approaches to coral reef management, as an extension of
EBM, has been promoted [37]. Empirical evidence and modeling studies have improved

Fig 5. The overall performance of the management strategies including cumulative effects of climate and ocean change for the scaled integrated
(composite) performance measures (scaled as in Fig 3). LBSP is land-based sources of pollution (i.e. additional sediments and nutrients).

doi:10.1371/journal.pone.0152577.g005
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understanding of reinforcing feedbacks, hysteresis, and the reversibility of phase-shifts that all
influence reef resilience [38–40]. For example, local studies have shown that reversal of an
alga-dominated state back to a coral-dominated state is possible on a small scale [41]. Also,
when local stressors are reduced [42], for example fishing is reduced [6] or the biomass of her-
bivores is enhanced [43], corals appear to be more resilient to the effects of bleaching and
recover more quickly.

Evaluating selected management strategies in this study showed that each performance met-
ric reached one or more of the criteria while performing less well on other criteria. Only the
full regulation scenario, which integrated all management approaches, performed better (clos-
est to outer circle) overall with the main tradeoff being the reduced landings of target reef-fish
groups (Fig 3).

MPAs are among the most studied management approaches for coral reef ecosystems [14].
Although MPAs tend to have higher diversity, density and biomass of exploited reef fishes and
of some motile invertebrates compared to areas outside of MPAs, and can produce some bene-
fits for reef-associated tourism [44], there is limited evidence that MPAs can be expected to
have large impacts outside their boundaries—such as on fisheries yields [44]. Results from our
study showed that the status quo scenario (MPAs as the only fishery regulation) did not come
out as the ‘best’ overall approach for Guam as a whole. Only for goal 4, maintaining or improv-
ing fisheries landings, did status quo produce the ‘best’ result, particularly when there were no
land-based sources of pollution. This suggests that to improve ecosystem services, spatial man-
agement must be used in conjunction with other forms of fishery regulations (e.g., combined
catch limits and size limits), as in the full regulation scenario considered here. In that case,

Fig 6. Projected biomass trajectories of (grey line) massive corals and (black line) branching corals under four fisheriesmanagement scenarios,
no land-based sources of pollution, and projected climate change impacts (ocean acidification and ocean warming) under the IPCC AR5 RCP8.5
emission scenarios. All simulated scenarios projected the same trend in coral biomass resulting in the overlay of biomass trajectories for branching and
massive corals. The scenarios simulated were status quo with no LBSP, size limit and TAC with no LBSP, full regulation, and no fishing and no LBSP (no
stressors).

doi:10.1371/journal.pone.0152577.g006
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including MPAs does show improved ecosystem services compared with no MPAs (i.e., sce-
nario 6 and 7) in that the overall reef fish biomass is higher and one less functional group was
over-exploited. However the ecosystem benefits of using input (size limit) and output (catch
limit) controls come at a cost of reduced fishing landings inherent in the reduction in fishing.
Such trade-offs need to be acknowledged openly if stakeholder communities are to appreciate
the reality of what is needed for reef resilience. Model results were shared with the various
stakeholder groups and discussions highlighted the usefulness of the model as a support tool
but also in the need to improve the model to address the current model limitations. For exam-
ple, including the reef-fish landings of the boat-based fishery and scenarios with more realistic
reduction of land-based sources of pollution (e.g. 50% reduction instead of the now used
100%) was mentioned.

While the full regulation scenario performed best for the ecosystem state, the cost of
enforcement associated with the input and output controls was not factored into our analysis.
Enforcing TACs and/or size limits around the entire island is more labor intensive, and hence
more costly, than the enforcement of fishery regulations in just site-based marine preserves, as
under the current status quo scenario. Moreover enforcement is complicated because fishers
typically work on a small scale (e.g., only in areas close to their homes), and hence the area of
enforcement is large and therefore costly, and catches include multi species which makes single
species management methods expensive. Additionally, success of any fishery regulation is
influenced by compliance with these regulations and that depends on the fishers’ costs and rev-
enue associated with illegal fishing but also on moral obligations and the influence of society
[45]. Involving stakeholders, including fishers, at an early stage of planning fisheries regula-
tions and education could be a tool to gain acceptance of regulations although education likely
will not target all groups and enforcement could still be a necessity to reach objectives [46].
Additional costs related to habitat damage inflicted by fishing gear, abandoned gear (e.g. ghost
nets, fishing line), and trampling was also not taken into account [47, 48]. Including the posi-
tive habitat effects of marine preserves compared to other fishing gears types in the economic
analysis might offset the cost of enforcement [49]. Managers and stakeholders need to agree
on the weighting of the contradictory objectives and take into account these issues of gear use
and enforcement when making a decision on which management approach would best suit
their needs.

When taking into consideration the cumulative effects of climate change impacts, all simu-
lated scenarios performed poorly (Fig 5). Regulations on size-limits and TAC with or without
MPAs and no additional LBSP showed a slightly better performance than the status quo sce-
nario with no additional LBSP in terms of fish biomass (total reef fish, herbivores), but that did
not correspond with clearly increased capacity for corals to deal with climate change. When
the ocean temperature was consistently above the bleaching threshold in successive years and
the atmospheric CO2 concentration was above 500 ppm, all three approaches showed a severe
decline in coral biomass starting as soon as 2025 (Fig 6). This result corresponds with the find-
ings of other recent studies of Pacific coral reef ecosystems [28, 29]. On a global scale, a meta-
analysis showed that corals will be in a rapid and terminal decline when the frequency of ther-
mal events is too high for corals to recover [27]. Veron et al. [50] showed that corals would be
negatively affected by the combined effects of mass bleaching and ocean acidification once CO2

concentration reaches above 450 ppm. While Silverman et al. [51] suggests that when the CO2

concentration surpasses 560 ppm, coral reefs will dissolve, and hence, fisheries management
can have little impact on their survival at that point. The results from this case study can be
used to draw more general conclusions about the range of management measures that are likely
important in practical implementation of EBM in other tropical reefs.
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Model limitations
Ecosystem modeling approaches are becoming more common as a support tool for EBM by
providing quantitative evaluations and synthesis of complex dynamics in ecosystems. How-
ever, the complexity makes straight forward model skill assessments [52] very hard and in our
case the lack of time series made it impossible. Another limitation of the model is that we did
not incorporate possible scope for coral adaptation or acclimatization to changing environ-
mental conditions [53], or the effects of cyclones or changes in nutrient supply from deeper
waters as a result of predicted increased stratification [54]. Additionally, the physical state of
the ecosystem contributed to the uncertainty of model outcomes as the oceanographic module,
used to force water flows and the advection of nutrients and plankton, was based on a ROMS
model developed for the Coral Triangle (CT-ROMS; Southwest of Guam) rather than targeted
on Guam [32]. This meant that Guam was on the ‘edge’ of the CT-ROMS model domain,
hence, not adequately incorporating all of the regional oceanographic initial conditions. Lastly,
the positive bias in the model towards functional species groups with a high biomass (S1 Text)
likely influenced the relative low response of herbivores compared to invertivores (Fig 2) as
scrapers, in particular, had a biomass that was 3 times higher than the observed biomass in
2011 [26]. It is likely that the fishing mortality was therefore set too low resulting in a contin-
ued increase in the standing stock biomass of scrapers.

Because of the limitations of the model, the results presented here should only be considered
relative to each other rather than in absolute terms. The analysis of management options can
be considered as a first step and subject to uncertainty that could be resolved (to some degree)
in the future by checking the relative performance of the management options across multiple
parameterizations of the model.

Conclusions
Two general conclusions can be drawn from this study. First, choosing among management
scenarios with conflicting goals requires a priori weighting of the importance of the various
goals. Ecosystem models can be effective tools for local management in visualizing and explor-
ing the costs and benefits of the various approaches under consideration as highlighted in this
study. Adoption of the approach that performed best can result in a more effective achievement
of socio-ecological goals. Second, under the business as usual greenhouse gas emissions sce-
nario (the RCP8.5 trajectory), with no adaptation or acclimation by reef organisms, the reefs
around Guam will collapse in the next few decades. This collapse is likely to occur even with
management scenarios in place to alleviate local stressors.

Supporting Information
S1 Fig. Ecosystem response ratio after 45-year simulation of alternative scenarios on (a)
vertebrates and (b) invertebrates (values normalized so 1.0 = best [highest biomass] and
0.0 = worst [lowest biomass]). Results of “Size Limit and TAC” were very similar to only TAC
results and left out for clarity. See S2 Table for functional group codes.
(TIF)

S1 Table. Participants of informal scoping meetings.
(DOCX)

S2 Table. Functional groups used in the Guam Atlantis coral reef ecosystem model.
(DOCX)

EcosystemModelling to Support Coral Reef EcosystemManagement

PLOS ONE | DOI:10.1371/journal.pone.0152577 March 29, 2016 14 / 17

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s001
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s002
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s003


www.manaraa.com

S3 Table. Characteristics of reef fisheries per functional group.
(DOCX)

S4 Table. Results of ecosystem metrics as mean values of last 5 years of a 45-year simulation
of seven management scenarios.
(DOCX)

S5 Table. Data included to create graphs and tables presented in this study.
(XLSX)

S1 Text. Overview of Guam Atlantis model processes and validation.
(DOCX)

S2 Text. Justification of selection of performance metrics.
(DOCX)

Acknowledgments
Funding was provided to MW through NOAA. We gratefully acknowledge the staff of NOAA
PIFSC CREP and PIRO Habitat Division, and staff of Guam Division of Aquatic and Wildlife
Resources, Coastal Management Program and Guam University for their contributions in data
and/or discussions. We further would like to acknowledge Ivor Williams, Adel Heenan, John
Rooney, Brett Taylor for their improvements to the manuscript.

The scientific results and conclusions, as well as any views or opinions expressed herein, are
those of the authors and do not necessarily reflect those of NOAA or the Department of
Commerce.

Author Contributions
Conceived and designed the experiments: MW EF RB. Performed the experiments: MW EF.
Analyzed the data: MW. Contributed reagents/materials/analysis tools: MW EF. Wrote the
paper: MW EF RB.

References
1. Costanza R, d'Arge R, De Groot R, Farber S, Grasso M, Hannon B, et al. The value of the world's eco-

system services and natural capital. Nature. 1997; 387(6630):253–60.

2. Moberg F, Folke C. Ecological goods and services of coral reef ecosystems. Ecological Economics.
1999; 29(2):215–33.

3. Paddack MJ, Reynolds JD, Aguilar C, Appeldoorn RS, Beets J, Burkett EW, et al. Recent Region-wide
Declines in Caribbean Reef Fish Abundance. Current biology: CB. 2009; 19(7):590–5. doi: 10.1016/j.
cub.2009.02.041 PMID: 19303296

4. De’ath G, Fabricius KE, Sweatman H, Puotinen M. The 27–year decline of coral cover on the Great Bar-
rier Reef and its causes. Proceedings of the National Academy of Sciences. 2012; 109(44):17995–9.

5. Riegl B, Berumen M, Bruckner A. Coral population trajectories, increased disturbance and manage-
ment intervention: a sensitivity analysis. Ecology and evolution. 2013; 3(4):1050–64. doi: 10.1002/
ece3.519 PMID: 23610643

6. McClanahan TR, Graham NAJ, Darling ES. Coral reefs in a crystal ball: predicting the future from the
vulnerability of corals and reef fishes to multiple stressors. Current Opinion in Environmental Sustain-
ability. 2014; 7(0):59–64. doi: 10.1016/j.cosust.2013.11.028

7. Brewer TD, Cinner JE, Fisher R, Green A, Wilson SK. Market access, population density, and socio-
economic development explain diversity and functional group biomass of coral reef fish assemblages.
Global Environmental Change. 2012; 22(2):399–406. doi: 10.1016/j.gloenvcha.2012.01.006

8. Cinner J. Coral reef livelihoods. Current Opinion in Environmental Sustainability. 2014; 7(0):65–71. doi:
10.1016/j.cosust.2013.11.025

EcosystemModelling to Support Coral Reef EcosystemManagement

PLOS ONE | DOI:10.1371/journal.pone.0152577 March 29, 2016 15 / 17

http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s004
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s005
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s006
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s007
http://www.plosone.org/article/fetchSingleRepresentation.action?uri=info:doi/10.1371/journal.pone.0152577.s008
http://dx.doi.org/10.1016/j.cub.2009.02.041
http://dx.doi.org/10.1016/j.cub.2009.02.041
http://www.ncbi.nlm.nih.gov/pubmed/19303296
http://dx.doi.org/10.1002/ece3.519
http://dx.doi.org/10.1002/ece3.519
http://www.ncbi.nlm.nih.gov/pubmed/23610643
http://dx.doi.org/10.1016/j.cosust.2013.11.028
http://dx.doi.org/10.1016/j.gloenvcha.2012.01.006
http://dx.doi.org/10.1016/j.cosust.2013.11.025


www.manaraa.com

9. Wilkinson CR, Buddemeier RW. Global Climate Change and Coral Reefs: Implications for People and
Reefs: Report of the UNEP-IOC-ASPEI-IUCN Global Task Team on the Implications of Climate
Change on Coral Reefs: IUCN; 1994.

10. Pikitch E, Santora E, Babcock A, Bakun A, Bonfil R, Conover DO, et al. Ecosystem-based fishery man-
agement. Science. 2004; 305(Weekly):346–7.

11. Fulton EA, Smith AD, Smith DC, van Putten IE. Human behaviour: the key source of uncertainty in fish-
eries management. Fish and Fisheries. 2011; 12(1):2–17.

12. McClanahan TR, Verheij E, Maina J. Comparing the management effectiveness of a marine park and a
multiple-use collaborative fisheries management area in East Africa. Aquatic Conservation-Marine and
Freshwater Ecosystems. 2006; 16(2):147–65. doi: 10.1002/aqc.715WOS:000236512800004.

13. Brown CJ, Mumby PJ. Trade-offs between fisheries and the conservation of ecosystem function are
defined by management strategy. Frontiers in Ecology and the Environment. 2014; 12(6):324–9. doi:
10.1890/130296

14. Johnson AE, Cinner JE, Hardt MJ, Jacquet J, McClanahan TR, Sanchirico JN. Trends, current under-
standing and future research priorities for artisanal coral reef fisheries research. Fish and Fisheries.
2013; 14(3):281–92. doi: 10.1111/j.1467-2979.2012.00468.x WOS:000322011800003.

15. Burdick D, Brown V, Asher J, Caballes M, Gawel M, Goldman L, et al. Status of coral reef ecosystems
of Guam. Guam: Bureau of Statistics and Plans, GuamCoastal Management Program, 2008.

16. Micheli F, Saenz-Arroyo A, Greenley A, Vazquez L, Espinoza Montes JA, Rossetto M, et al. Evidence
that marine reserves enhance resilience to climatic impacts. PLoS ONE. 2012; 7(7):e40832. doi: 10.
1371/journal.pone.0040832 PMID: 22855690

17. Mumby PJ, Harborne AR. Marine reserves enhance the recovery of corals on Caribbean reefs. PLoS
ONE. 2010; 5(1):e8657. doi: 10.1371/journal.pone.0008657 PMID: 20066158

18. Christie MR, Tissot BN, Albins MA, Beets JP, Jia Y, Ortiz DM, et al. Larval Connectivity in an Effective
Network of Marine Protected Areas. PLoS ONE. 2010; 5(12):e15715. doi: 10.1371/journal.pone.
0015715 PMID: 21203576

19. Evans R, Russ G, Kritzer J. Batch fecundity of Lutjanus carponotatus (Lutjanidae) and implications of
no-take marine reserves on the Great Barrier Reef, Australia. Coral Reefs. 2008; 27(1):179–89.

20. Williams I, Zamzow J, Lino K, Ferguson M, Donham E. Status of coral reef fish assemblages and ben-
thic condition around Guam: A report based on underwater visual surveys in Guam and the Mariana
Archipelago, April-June 2011. U.S. Dep Commer, NOAA Tech. Memo., NOAA-TM-NMFS-PIFSC-33,
2012.

21. Taylor BM, McIlwain JL, Kerr AM. Marine reserves and reproductive biomass: A case study of a heavily
targeted reef fish. PLoS ONE. 2012; 7(6):e39599. doi: 10.1371/journal.pone.0039599 PMID: 22761836

22. Williams ID, Baum JK, Heenan A, Hanson KM, NadonMO, Brainard RE. Human, oceanographic and
habitat drivers of central and western Pacific coral reef fish assemblages. PLoS ONE. 2015; 10(4):
e0120516. doi: 10.1371/journal.pone.0120516 PMID: 25831196

23. WeijermanM, Brown V. A summary of the Guam Coral Reef EcosystemModel workshop and discus-
sions in Guam, November 14–20, 2012. Admin. Rep. H-13-3: Pacific Islands Fisheries Science Center,
NMFS, NOAA, 2013.

24. Fulton EA, Link JS, Kaplan IC, Savina-Rolland M, Johnson P, Ainsworth C, et al. Lessons in modelling
and management of marine ecosystems: the Atlantis experience. Fish and Fisheries. 2011; 12:171–88.
doi: 10.1111/j.1467-2979.2011.00412.x

25. Fulton EA, Parslow JS, Smith AD, Johnson CR. Biogeochemical marine ecosystemmodels II: the effect
of physiological detail on model performance. Ecological Modelling. 2004; 173(4):371–406.

26. WeijermanM, Fulton EA, Kaplan IC, Gorton R, Leemans R, Mooij WM, et al. An Integrated Coral Reef
EcosystemModel to Support Resource Management under a Changing Climate. PLoS ONE. 2015; 10
(12):e0144165. doi: 10.1371/journal.pone.0144165 PMID: 26672983

27. Selig ER, Casey KS, Bruno JF. Temperature-driven coral decline: the role of marine protected areas.
Global Change Biology. 2012; 18(5):1561–70. doi: 10.1111/j.1365-2486.2012.02658.x

28. Thompson A, Dolman A. Coral bleaching: one disturbance too many for near-shore reefs of the Great
Barrier Reef. Coral Reefs. 2010; 29(3):637–48. doi: 10.1007/s00338-009-0562-0

29. Ortiz JC, Bozec Y-M, Wolff NH, Doropoulos C, Mumby PJ. Global disparity in the ecological benefits of
reducing carbon emissions for coral reefs. Nature Clim Change. 2014; 4(12):1090–4.

30. WeijermanM, Williams ID, Gutierrez J, Grafeld S, Tibbats B, Davis G. Coral reef-fish biomass trends
based on shore-based creel surveys in Guam. Fisheries bulletin. in press.

EcosystemModelling to Support Coral Reef EcosystemManagement

PLOS ONE | DOI:10.1371/journal.pone.0152577 March 29, 2016 16 / 17

http://dx.doi.org/10.1002/aqc.715
http://dx.doi.org/10.1890/130296
http://dx.doi.org/10.1111/j.1467-2979.2012.00468.x
http://dx.doi.org/10.1371/journal.pone.0040832
http://dx.doi.org/10.1371/journal.pone.0040832
http://www.ncbi.nlm.nih.gov/pubmed/22855690
http://dx.doi.org/10.1371/journal.pone.0008657
http://www.ncbi.nlm.nih.gov/pubmed/20066158
http://dx.doi.org/10.1371/journal.pone.0015715
http://dx.doi.org/10.1371/journal.pone.0015715
http://www.ncbi.nlm.nih.gov/pubmed/21203576
http://dx.doi.org/10.1371/journal.pone.0039599
http://www.ncbi.nlm.nih.gov/pubmed/22761836
http://dx.doi.org/10.1371/journal.pone.0120516
http://www.ncbi.nlm.nih.gov/pubmed/25831196
http://dx.doi.org/10.1111/j.1467-2979.2011.00412.x
http://dx.doi.org/10.1371/journal.pone.0144165
http://www.ncbi.nlm.nih.gov/pubmed/26672983
http://dx.doi.org/10.1111/j.1365-2486.2012.02658.x
http://dx.doi.org/10.1007/s00338-009-0562-0


www.manaraa.com

31. WeijermanM, Kaplan IC, Fulton EA, Gorton R, Grafeld S, Brainard R. Design and parameterization of a
coral reef ecosystemmodel for Guam. U.S. Dep. Commer., NOAA Tech. Memo., NOAA-TM-NMFS-
PIFSC-43, 2014.

32. Castruccio FS, Curchitser EN, Kleypas JA. A model for quantifying oceanic transport and mesoscale
variability in the Coral Triangle of the Indonesian/Philippines Archipelago. Journal of Geophysical
Research: Oceans. 2013; 118(11):6123–44.

33. Horne P, Kaplan I, Marshall K. Design and parameterization of a spatially explicit ecosystemmodel of
the central California Current. Technical Memo, NMFS-NWFSC-104, Dept. of Commerce, NOAA;
2010. p. 140.

34. Link JS, Fulton EJ, Gamble RJ. The northeast US application of ATLANTIS: A full systemmodel explor-
ing marine ecosystem dynamics in a living marine resource management context. Progress In Ocean-
ography. 2010; 87(1–4):214–34.

35. Ainsworth CH, Kaplan IC, Levin PS, Cudney-Bueno R, Fulton EA, Mangel M, et al. Atlantis model
development for the Northern Gulf of California. U.S. Dept. Commer., 2011.

36. Heenan A, Williams ID. Monitoring herbivorous fishes as indicators of coral reef resilience in American
Samoa. PLoS ONE. 2013; 8(11):e79604. doi: 10.1371/journal.pone.0079604 PMID: 24223183

37. Hughes TP, Graham NAJ, Jackson JBC, Mumby PJ, Steneck RS. Rising to the challenge of sustaining
coral reef resilience. Trends in Ecology & Evolution. 2010; 25(11):633–42.

38. Scheffer M, Carpenter S, Foley JA, Folke C, Walker B. Catastrophic shifts in ecosystems. Nature.
2001; 413(6856):591–6. PMID: 11595939

39. Bellwood DR, Hughes TP, Folke C, NystromM. Confronting the coral reef crisis. Nature. 2004; 429
(6994):827–33. PMID: 15215854

40. Mumby P, Hastings A, Edwards H. Thresholds and the resilience of Caribbean coral reefs. Nature.
2007; 450(7166):98–101.

41. Burkepile D, HayM. Herbivore species richness and feeding complementarity affect community structure
and function on a coral reef. Proceedings of the National Academy of Sciences. 2008; 105(42):16201.

42. Carilli JE, Norris RD, Black BA, Walsh SM, McField M. Local stressors reduce coral resilience to
bleaching. PLoS ONE. 2009; 4(7):e6324. doi: 10.1371/journal.pone.0006324 PMID: 19623250

43. Edwards HJ, Elliott IA, Eakin CM, Irikawa A, Madin JS, Mcfield M, et al. Howmuch time can herbivore
protection buy for coral reefs under realistic regimes of hurricanes and coral bleaching? Global Change
Biology. 2011; 17:2033–48. doi: 10.1111/j.1365-2486.2010.02366.x

44. Graham NAJ, Ainsworth TD, Baird AH, Ban NC, Bay LK, Cinner JE, et al. Frommicrobes to people:
tractable benefits of no-take areas for coral reefs. In: Gibson RN, Atkinson RJA, Gordon JDM, editors.
Oceanography and Marine Biology: An Annual Review, Vol 49. Oceanography and Marine Biology.
49. Boca Raton: Crc Press-Taylor & Francis Group; 2011. p. 105–35.

45. Viswanathan KK, Abdullah NMR, Susilowati I, Siason IM, Ticao C. Enforcement and Compliance with
Fisheries Regulations in Malaysia, Indonesia and the Philippines. 1997.

46. Alder J. Costs and effectiveness of education and enforcement, Cairns Section of the Great Barrier Reef
Marine Park. Environmental Management. 1996; 20(4):541–51. doi: 10.1007/bf01474654 PMID: 8661613

47. Rodgers Ku, Cox E, Newtson C. Effects of mechanical fracturing and experimental trampling on Hawai-
ian corals. Environmental Management. 2003; 31(3):0377–84.

48. Campbell SJ, Cinner JE, Ardiwijaya RL, Pardede S, Kartawijaya T, Mukmunin A, et al. Avoiding con-
flicts and protecting coral reefs: customary management benefits marine habitats and fish biomass.
Oryx. 2012; 46(4):486–94. doi: 10.1017/s0030605312000348

49. Armstrong CW. A note on the ecological–economic modelling of marine reserves in fisheries. Ecologi-
cal Economics. 2007; 62(2):242–50.

50. Veron J, Hoegh-Guldberg O, Lenton T, Lough J, Obura D, Pearce-Kelly P, et al. The coral reef crisis:
The critical importance of < 350ppmCO 2. Marine Pollution Bulletin. 2009; 58(10):1428–36. doi: 10.
1016/j.marpolbul.2009.09.009 PMID: 19782832

51. Silverman J, Lazar B, Cao L, Caldeira K, Erez J. Coral reefs may start dissolving when atmospheric
CO2 doubles. Geophysical Research Letters. 2009; 36(5):L05606. doi: 10.1029/2008GL036282

52. Stow CA, Jolliff J, McGillicuddy DJ Jr, Doney SC, Allen J, Friedrichs MA, et al. Skill assessment for cou-
pled biological/physical models of marine systems. Journal of Marine Systems. 2009; 76(1):4–15.

53. Baskett ML, Gaines SD, Nisbet RM. Symbiont diversity may help coral reefs survive moderate climate
change. Ecological Applications. 2009; 19(1):3–17. PMID: 19323170

54. IPCC. Climate Change 2007: Synthesis Report. Contribution of Working Groups I, II and III to the
Fourth Assessment Report of the Intergovernmental Panel on Climate Change. Geneva, Switzerland:
Intergovernmental Panel on Climate Change, 2007.

EcosystemModelling to Support Coral Reef EcosystemManagement

PLOS ONE | DOI:10.1371/journal.pone.0152577 March 29, 2016 17 / 17

http://dx.doi.org/10.1371/journal.pone.0079604
http://www.ncbi.nlm.nih.gov/pubmed/24223183
http://www.ncbi.nlm.nih.gov/pubmed/11595939
http://www.ncbi.nlm.nih.gov/pubmed/15215854
http://dx.doi.org/10.1371/journal.pone.0006324
http://www.ncbi.nlm.nih.gov/pubmed/19623250
http://dx.doi.org/10.1111/j.1365-2486.2010.02366.x
http://dx.doi.org/10.1007/bf01474654
http://www.ncbi.nlm.nih.gov/pubmed/8661613
http://dx.doi.org/10.1017/s0030605312000348
http://dx.doi.org/10.1016/j.marpolbul.2009.09.009
http://dx.doi.org/10.1016/j.marpolbul.2009.09.009
http://www.ncbi.nlm.nih.gov/pubmed/19782832
http://dx.doi.org/10.1029/2008GL036282
http://www.ncbi.nlm.nih.gov/pubmed/19323170


www.manaraa.com

This is an open access article, free of all copyright, and may be freely
reproduced, distributed, transmitted, modified, built upon, or otherwise used by
anyone for any lawful purpose. The work is made available under the Creative

Commons CC0 public domain dedication:
https://creativecommons.org/publicdomain/zero/1.0/ (the “License”).

Notwithstanding the ProQuest Terms and Conditions, you may use this content
in accordance with the terms of the License.


