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Understanding Spatiotemporal
Lags in Ecosystem Services
to Improve Incentives
Alexander K. Fremier, Fabrice A. J. D e Clerck, Nilsa A. Bosque-Pérez, Natalia Estrada Carmona,
Renée Hill, Taylor Joyal, Levi Keesecker, P. Zion Klos, Alejandra Martínez-Salinas, Ryan Niemeyer,
Andre Sanfiorenzo, Kristen Welsh, and J. D. Wulfhorst
Ecosystem-service production is strongly influenced by the landscape configuration of natural and human systems. Ecosystem services are not
only produced and consumed locally but can be transferred within and among ecosystems. The time and distance between the producer and
the consumer of ecosystem services can be considered lags in ecosystem-service provisioning. Incorporation of heterogeneity and lag effects into
conservation incentives helps identify appropriate governance systems and incentive mechanisms for effective ecosystem-service management.
These spatiotemporal dimensions are particularly apparent in river–riparian systems, which provide a suite of important ecosystem services and
promote biodiversity conservation at multiple scales, including habitat protection and functional connectivity. Management of ecosystem services
with spatiotemporal lags requires an interdisciplinary consideration of both the biophysical landscape features that produce services and the
human actors that control and benefit from the creation of those services.
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any human-dominated landscapes have lost or

decreased their ability to provide key ecosystem services, such as clean air and water, agricultural pollination
and pest predation, and carbon storage (Costanza et al.
1997, Vörösmarty et al. 2010). Although technological solutions may exist or may be developed to reverse this trend,
many are unsustainable, can negatively affect human communities, and require large initial investments, such as the
construction of dams to store water or filtration facilities
to improve water quality (Gleick 2003). In particular, technological solutions also often lack the adaptability inherent
in ecological systems, an attribute of increasing interest in
the face of impacts from changing climates and land use
(Levin 1999). In response, policymakers increasingly search
for effective management solutions that foster safe landuse practices and protect livelihoods concurrently with the
conservation of biodiversity and a wide range of ecosystem
services (DeClerck et al. 2006).
In recent years, a conceptual shift in land management
options has occurred from a focus primarily on provisioning services (food and fiber) to a more comprehensive
approach that includes regulating, supporting, and cultural
services provided by ecosystems, such as carbon sequestration

(Lal 2004), pest and disease regulation (Cardinale et al. 2003),
soil erosion control (Estrada Carmona and DeClerck 2011),
and a clean air and water supply (Stanton et al. 2010).
Broadening the services we aim to protect recognizes that
many services are currently unprotected and that their degradation can have significant impacts on human livelihoods
and well-being (Karieva and Marvier 2007). Furthermore,
researchers and policymakers increasingly recognize the
spatial nature of ecosystem-service provisioning (Ricketts
2004, Chan et al. 2006) and aim to design policies to protect
those services that are transferred among actors or across
landscapes. Some services (e.g., soil nutrient cycling) are
provided and consumed locally (a short temporal and spatial
lag) and can therefore be considered private services. Other
services (water quality, carbon sequestration) have a long
lag between production and consumption among different
areas on the landscape and can be referred to as public or
common-pool ecosystem services (sensu Ostrom et al. 1999).
Recognition of the multiple scales of ecosystem services
and their lags will improve the design of effective management strategies, including scale-appropriate incentive
mechanisms that properly identify and protect suites of
key ecosystem services at their relevant scales (Jack et al.
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2008) without sacrificing livelihoods, public safety, and bio
diversity. Building incentive mechanisms for both private
and common-pool services requires quantifying and governing ecosystem services that accumulate over large areas
and over long time steps and that can be transferred across
governance structures, such as from landowner to landowner
or from country to country. For this reason, researchers have
increasingly sought to provide spatially explicit decisionmaking tools for managing ecosystem-service incentive
mechanisms (Nelson et al. 2009, Villa et al. 2009). However,
a crucial but often missing perspective in the success of
ecosystem-service incentive mechanisms, including payment for ecosystem services (PES), lies in understanding
the ecological drivers of ecosystem-service provision over
local and global scales, the motivating forces that drive
landowners to manage for the provision of ecosystem
services, and the value of specific ecosystem services to
consumer groups—all of which vary in heterogeneous landscapes. Addressing these crucial unknowns in ecosystemservice management will require integration of knowledge
bases across disciplines and scales.
Here, we outline a scale-based ecosystem-service framework
that integrates biophysical and social drivers for managing

ecosystem services (figure 1). We argue that effective management of ecosystem services and their incentive mechanisms
requires quantifying the geography of social–ecological systems; this includes (a) how socioenvironmental heterogeneity varies with spatiotemporal scales, (b) understanding the
spatiotemporal lag between landscape features that produce
ecosystem services and the consumers of those services,
(c) recognizing the considerable variation in the human
valuation of each service, and (d) matching the spatial scale
at which ecosystem services are generated and managed to
improve the design of policies and incentive mechanisms for
effective ecosystem-service management. In the present article,
we outline this framework and use river–riparian systems as an
example to improve ecosystem-service management.
Targeting ecosystem services: Location, location,
location
Ecosystem services are the subset of ecosystem processes that
provide direct benefits to humans; they have been defined
as the conditions and processes through which natural and
human-modified ecosystems and the species that constitute them support and sustain human needs (Daily 1997).
The Millennium Ecosystem Assessment (MA) classifies

Figure 1. Effective management of ecosystem services requires an understanding of the lags between production and
consumption, particularly across well-connected landscape features, such as within river–riparian systems. The gray line
illustrates the increasing importance of management or payment for ecosystem services schemes and of matching the scale
of the services with that of the organization.
www.biosciencemag.org
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these into four broad categories: (1) provisioning services,
(2) regulating services, (3) support services, and (4) cultural
services (MA 2005). Provisioning services are those goods and
benefits provided by ecosystems, including the production
of crops, timber, textiles, energy, water, and pharmaceuticals.
Regulating services include the regulation of climate, hydrology, pest and disease cycles, and decomposition and detoxification rates. Support services include plant pollination and
nutrient cycling. Cultural services include less tangible but
equally important services, such the spiritual, cultural, and
recreational benefits that humans receive from ecosystems.
The influence of biophysical and social heterogeneity on
ecosystem-service provisioning. The types and delivery rates

of ecosystem services vary across a landscape because of the
underlying biophysical characteristics, such as geology, soil
type, climate, topography, and species composition, as well
as their ecosystem landscape configuration and temporal
variability (Chan et al. 2006). As an example, soil erosion is
determined by several factors within a basin, such as cover
management; slope steepness; slope length; soil characteristics; and the amount, seasonality, and frequency of precipitation events; among other factors (Renard et al. 1997).
The magnitude of vegetation’s impact on soil loss reduction
varies by soil erosivity factors and topographic position.
Therefore, any policy for improving erosion control should
acknowledge these interacting effects and the possibility that
a blanket policy for reforestation might not be as effective
as one that prioritizes highly erosive portions or uses of the
landscape.
For example, the US Department of Agriculture’s
Conservation Reserve Enhancement Program has a specific
protocol for prioritizing lands for biological, hydrological,
and soil conservation. This voluntary program has protected
millions of square kilometers, with a clear enhancement
of ecosystem-service benefits—mainly soil-loss protection
and improved downstream water quality (Van Buskirk
and Willi 2004). Understanding the spatial dimension of
variables that drive ecosystem-service provision has been
the basis of much of the ongoing work in developing maps
of ecosystem services, such as those accessed using InVEST
(Nelson et al. 2009) and ARIES (Villa et al. 2009). Identifying
the drivers of ecosystem-service variability and quantifying
the rates and scales at which the variability is relevant to
service quantification and resource policy will help scientists
and managers prioritize locations for payments, particularly when services are bundled (Kareiva and Marvier 2007,
Pijanowski et al. 2010). However, the social landscape on
which these services are provided needs to be understood as
well in order to facilitate the appropriate policy formulation
and implementation.
Just as the composition and configuration of a landscape’s
biophysical features have a direct impact on the type and
rate of ecosystem-service provisioning, social heterogeneity
is an important driving force in determining the adoption of
conservation incentives for ecosystem services. The human
474 BioScience • June 2013 / Vol. 63 No. 6

geography of a landscape or how distinct stakeholders (composition) are distributed (configuration) determines the
spatial distribution of both those who have the capacity to
manage an ecosystem to provide specific services and those
who consume, value, or benefit from those services. This
information is essential in the design of incentive mechanisms (Daily et al. 2009).
The adoption of changes in land-use practices will reflect
the differences among landowner characteristics and motivations for conservation because of varying property size,
location, land use, economic status, access to information,
and trade-offs. For example, in Costa Rica, coffee farmers
were aware of the ecosystem services provided by shade trees
within their farms, but the trade-offs between specific eco
system services and productivity drove management practices (Cerdán et al. 2012). Families on small farms, whose
annual income is substantively dependent on production
from the land, might also have fewer resources (monetary
and land) and less access to information to assist them in
adopting conservation practices than do owners of larger
farms, who may have secondary sources of income and
higher levels of education (Miranda et al. 2003, Vignola et al.
2012). Vignola and colleagues (2012) also found that the
owners of smaller farms are aware of soil-loss risks but state
that the cost of implementing conservation practices is too
high. Short-term income needs can be of higher value than
long-range planning and prioritization of values regarding
ecosystem services, even though these same stakeholders
scored higher on their understanding of the causes of soil
erosion than did the wealthier owners of larger farms.
Stakeholder configuration in a landscape can also affect
the success of ecosystem-service governance. The concentration of small farms in riparian zones of Brazilian landscapes
led to the veto of large sections of Brazil’s forest code in
June of 2012. The agricultural lobby demonstrated that the
protection of riparian zones, as was mandated by the code,
would disproportionately harm the rural poor who owned
small plots of land located entirely within the proposed protected river margins.
Environmental heterogeneity is widely recognized by
ecologists, but this disciplinary group may be less prepared
to understand social or economic heterogeneity, and social
scientists may tend to ignore environmental heterogeneity
at the expense of social heterogeneity. Understanding both
types of heterogeneity and the interaction between them is
key to building efficient policies for governing ecosystemservice production and consumption (Barrett et al. 2011).
The origins, scales, rates, and valuation of ecosystemservice production and consumption are variable because
of the heterogeneity of both the biophysical and the social
landscapes. This heterogeneity challenges scientists and
decisionmakers to prioritize areas of high importance and
to incorporate the uncertainty of ecosystem-service pro
visioning into environmental policies (Ostrom 2005).
A failure to recognize both types of heterogeneity or
to incorporate them into policy is evident in Costa Rica’s
www.biosciencemag.org
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1996 forest law, which mandates 100-meter-wide riparian
buffers in steeply sloped lands and 30-meter-wide buffers in
flat lands. The law recognizes the generalizable soil erosion
gradient whereby steep upland slopes generate sediment that
is deposited in lowlands. However, it fails to recognize that
the social geography of the country also follows the topographic gradient. Much of the country’s vegetable production takes place on small or medium plots on steeply sloped
higher-elevation plots where cooler climates predominate,
as do smaller property holdings, in contrast to the larger
landholdings found at lower elevations (mainly banana,
pineapple, and pasture). In this case, the national law is seen
as unfairly placing greater restrictions on small farmers with
riparian areas on their farms because of the socioeconomic
patterns across the landscape.
An example provided by Kareiva and Marvier (2007)
demonstrates how the mapping of social, biophysical, and
ecosystem characteristics can be used to proactively prioritize ecosystem-services-based interventions and management. Kareiva and Marvier (2007) mapped ecologically
threatened wetlands, regions prone to flooding, and poverty hotspots along the Florida panhandle and suggested
that conserving threatened wetland systems (ecological
mapping) could mitigate the impact of storm-surge damage
and flooding caused by hurricanes (biophysical mapping)
in more vulnerable poor communities (social mapping).
The combination of the three maps provides the geography
of flood buffering as an ecosystem service by identifying who
requires the service, which ecosystem provides the service,
and where that service is provided. The combination of the
three elements provides a crucial entry point for developing
scale- and heterogeneity-appropriate incentive or governance mechanisms.
Ecological and sociological lags between producers of ecosystem
services. A second fundamental component to managing the

mechanics and governance of ecosystem services is the recognition that services are produced and consumed over different spatial and temporal scales and can be dissociated across
spatiotemporal and political boundaries (Hein et al. 2006,
Jackson et al. 2010, Thorp et al. 2010). Figure 1 illustrates the
spatiotemporal lags between ecosystem-service providers and
consumers specifically for river–riparian ecosystem services,
although this conceptual framework is applicable to other
systems. Borrowing from landscape ecology, we refer to this
dissociation as the lag between the production and consumption of ecosystem services, such that a greater lag implies a
greater spatial or temporal distance between the producer
and the consumer of a specific ecosystem service.
At fine scales, on the order of hundreds of meters,
forests or buffer strips of seminatural vegetation can provide important pest control and pollinator functions to
adjacent fields (Ricketts 2004, Avelino et al. 2012). At this
scale, the landowners implementing the intervention or
their immediate neighbors are the direct beneficiaries of
the intervention (the lower left corner of figure 1). At local
www.biosciencemag.org

and regional scales (1–10 kilometers), intact headwater
riparian areas filter sediment and excess nutrients, but the
improved water quality is gained downstream (the center
left of figure 1). This represents an increase in the spatio
temporal lag from the pollinator and pest control functions.
At even higher lags, the carbon sequestered by large intact
forests mitigates climate change, benefiting the entire global
community, as is depicted by the upper righthand side of
figure 1. Identifying lags between producers and consumers of ecosystem services will help policymakers match the
type and scale of the incentive mechanism to the scale of the
ecosystem service in question.
Ecosystem services that are produced and consumed
locally (short lag) will probably require less outside man
agement because of the proximity of the provider and the
beneficiary and can be generalized as private ecosystem
services (the bottom left of figure 1). That is, if local services
are truly beneficial, an aware and well-informed land manager would have a strong incentive to recognize and protect
them (Cerdán et al. 2012, Garbach et al. 2012). For example,
if pollination and pest control services outweigh the perceived cost of alternative measures, the land manager has a
clear incentive to manage and protect these riparian stands
and the ecosystem services that they provide.
With an increasing lag and with increasing governance,
producers may require outside incentives for ensuring
ecosystem-service provision (figure 1). These long-lag ecosystem services can be considered common-pool resources
and will require governance structures that treat them
as such (Ostrom et al. 1999). Common-pool resources are
characterized by their complexity, subtractability, and difficulty of exclusion. Subtractability occurs when the use of
the resource by a single property owner reduces the availability or the quality of the resource available to other users.
Difficulty of exclusion refers to the large scales at which
these resources are delivered, whereby resource protection through landowner exclusion is practically impossible
(Ostrom et al. 1999).
When the services provided by upstream landowners
(or nonlocal landowners) have a recognized downstream
value, the governance or incentive structure should match
the scale of the lag, such as a local water tax (Villalobos and
Solano Valverde 2007). For example, watersheds draining
into the Panama Canal have, in part, been reforested by
companies using the canal to mitigate changes in seasonal
supplies of water flow back into the locks and to reduce
sedimentation in the canal (Carse 2012). The city of Heredia
in Costa Rica likewise found that residents were willing to
pay an additional water tax of $0.03 per cubic meter to protect the city’s water source. Collective payments provided
$104 per hectare per year for forest conservation and $577
per hectare per year for restoration (Villalobos and Solano
Valverde 2007, DeClerck and Le Coq 2011).
At a similar lag, reforestation or forest protection to
reduce soil loss can have downstream impacts on streams,
reservoirs, and coastal estuaries. The Costa Rican Institute
June 2013 / Vol. 63 No. 6 • BioScience 475
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of Electricity (ICE) manages the country’s hydroelectric
dams and provides financial and technical incentives to
landowners within the watershed who adopt soil conservation practices, therefore reducing sediment transport to
local reservoirs (Estrada Carmona and DeClerck 2011).
Sedimentation affects dam operations through reservoir
filling and increased maintenance costs, such as those associated with dredging or controlled releases of water. To
minimize this problem, ICE makes payments or provides
technological improvements to upstream landowners who
implement soil conservation practices. Although there is
much room for improvement and expansion of this program, this strategy helps build awareness and an incentive
structure to aid upstream landowners in recouping the
opportunity cost associated with many conservation interventions that benefit downstream communities.
At the global scale, REDD+ (Reducing Emissions from
Deforestation and Forest Degradation) programs are
intended to build an incentive structure for forest conservation and carbon sequestration, which are services provided
to the global community. The large lag between the producer and the consumer of carbon sequestration services
requires governance mechanisms at the same scale (the
right top of figure 1). It also provides an opportunity to
consider other social and ecological patterns that operate
at the same scale—the increasing carbon storage, poverty
density, and biodiversity threats associated with tropical
regions, for instance. Venter and colleagues (2009) mapped
priority areas for carbon storage and biodiversity conservation to demonstrate how global ecosystem-service incentive
mechanisms can be bundled and targeted to increase the
efficiency of meeting global targets for biodiversity conservation and climate change mitigation. Knowing what
services are provided and valued at a specific scale and the
economic and social trade-offs involved in managing these
services will be key for designing appropriate incentive
mechanisms for conservation and management in social–
ecological landscapes.
In summary, we suggest that incentive mechanisms should
be directly proportional to the spatiotemporal lag in the
area, distance, or time between the production and the consumption of the ecosystem service in question. Alternatively
stated, the motivation to conserve an ecosystem service is
inversely proportional to its lag, which suggests that the
most effective incentive structure is managed by the governance scale related to the lag between production and
consumption of the service. Because, in reality, the menu
of ecosystem services of interest to society are provided at
multiple scales, multiscale coordination and a bundling of
incentive mechanisms will be necessary.
More coordination is required through communication, governance, and policy among government agencies
and landowners, as well as between neighboring countries
and regional governing entities with increasing ecosystemservice lags (figure 1). This is particularly complicated
when services are transferred across multiple jurisdictional
476 BioScience • June 2013 / Vol. 63 No. 6

boundaries and scales, such as those between public and private lands, international borders, and socioeconomic clines.
Regardless of the scale of the lag, however, policy and
management will be improved by a clearer understanding
of the social contexts that motivate actors to protect parti
cular services. For example, effective resource management
groups have been shown to form around a shared resource
of interest, not at political boundaries (Ostrom 2005). The
degree of participation in watershed-scale groups (e.g.,
community-based drinking water organizations) is driven
by the perceived value of the desired or managed ecosystem service—in this case, clean water. A direct dependency
and trust between the producer and the consumer of the
resource is still evident. Stakeholders retain sufficient interpersonal ties to develop locally specific access rules and
to be capable of developing a shared vision for resource
management (Ostrom et al. 1999). Personal investment in
the management of the resource can contribute to a feeling
of ownership, which can lead to higher organizational performance (Madrigal and Alpízar 2011). In this way, social
organizations facilitate peer-to-peer interaction between
the providers and the recipients of services—a crucial social
function when midsize lags exist. In the case of global-scale
lags (carbon sequestration), peer-to-peer interactions are
impossible, and, therefore, global incentive mechanisms,
such as REDD+, CDM (Clean Development Mechanism),
WAVES (Wealth Accounting and the Valuation of Ecosystem
Services); education; or markets will be key to ensuring
ecosystem-service provision at these lags.
Although coordination among actors with shared resource
interests improves success, individual levels of motivation,
understanding, and the ability to act to conserve ecosystem
services can be highly variable (table 1). Moreover, the difficulty of coordinating PES schemes among many small farms,
including understanding the incentives and management
protocols and access to payments, remains a barrier limiting their widespread implementation (Jack et al. 2008). In
these cases, protecting ecosystem services is likely to require
greater incentives and increased landowner participation in
governance processes (Porras et al. 2012).
Case study: Ecosystem-service-based management
of riparian areas in Mesoamerica
Ecosystem-service-based management schemes have a relatively long history in Mesoamerica (Rapidel et al. 2011).
Here, our goal is to adjust our scale-based framework to
riparian areas and to underscore the importance of recognizing the interdisciplinary geography of ecosystem services
and to provide an example of a scalable, multifunctional
policy solution to ecosystem-service management.
A management focus on river–riparian areas recognizes
that the dendritic landscape structure, high and unique
biodiversity, and the capacity to recover after disturbance
make them particularly well suited to provide ecological
services and species conservation at multiple scales and lags
(Chan et al. 2006, Thorp et al. 2010). Protecting riparian
www.biosciencemag.org
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Table 1. River–riparian ecosystem services across varying spatial scales.
Spatial scale
Question

Local

Watershed

Interwatershed

National

Global

What riparian
ecosystem services
are relevant at each
scale?

Pest control, pollination,
erosion control, forest
products, scenic beauty,
food production

Water quality, water
quantity, scenery or
recreation, climate
regulation, hazard
mitigation, erosion
control

Habitat connectivity,
gene flow, air quality

Carbon sequestration,
hazard mitigation,
scenic beauty, habitat
connectivity, food
production

Carbon sequestration,
hazard mitigation, scenic
beauty

Who is interested
in conserving these
ecosystem services?

Landowners, area
residents

Hydroelectric
agencies, drinking
water groups,
conservation
organizations,
tourism groups,
fishermen, fish and
agricultural farmers

Conservation
organizations (e.g.,
biological corridor
committees), public
agencies

Ministries (e.g.,
of agriculture,
environment,
health), conservation
organizations,
consumers (interested
in eco-socio-labeled
products)

United Nations, World
Bank, Millennium
Development Goals,
REDD+ (Reducing
Emissions from
Deforestation and Forest
Degradation), Convention
on Biological Diversity

Why are they
motivated to
conserve these
ecosystem services?

Livelihood, aesthetics,
regulatory penalties,
well-being, ethical
concerns

Energy production,
social well-being,
aquatic resources

Species conservation,
to increase resilience
or to mitigate climate
change

Sustainable economic
growth, human
well-being, food and
nutrition security, a
commitment to global
conventions and their
monetary incentives

Sustainability, climate
change mitigation,
poverty reduction, food
and nutrition security,
biological conservation

forests provides natural corridors for species throughout
human-dominated landscapes and between protected areas
for a range of species’ movements (e.g., figure 2; Hilty
and Merenlender 2004, Sanfiorenzo et al. 2011). Riparian
areas also make significant contributions to environmental
management by acting as filtering sites between terrestrial
and aquatic systems by increasing soil infiltration capacity
(figure 3), mitigating flood damage, supplying clean water
to households, improving in-stream supply, and helping to
recharge groundwater in their floodplain (Brauman et al.
2007). Moreover, rivers and riparian forests have strong
cultural value and are often the first areas delineated for protection (Tockner and Stanford 2002) or the last areas remaining with forest cover in many regions in Mesoamerica.
Riparian services across a nested set of spatial scales
Riparian forests may enhance pest control services by
increasing landscape complexity and providing barriers to
pest movement in agriculturally dominated areas (Avelino
et al. 2012). For example, the movement of a coffee-boring
beetle between coffee fields is most restricted by forests in
the mixed-use landscapes of Costa Rica (Avelino et al. 2012),
including narrow riparian forests. In addition, riparian forests provide dry-season fodder and water for grazing cattle
(Harvey and Haber 1999), which enhances herd resistance to
drought in the Pacific and central portions of Mesoamerica
(Useche et al. 2011). Along riverbanks, undisturbed vegetation cover benefits in-stream water quality. Riparian trees
maintain channel bank cohesion through the propagation of
roots that strengthen soil structure and reduce bank erosion
while facilitating the deposition of sediment (Gurnell 1997).
Riparian forests also provide valuable fuel wood, natural
medicines, and aesthetics to property owners.
When implementing conservation strategies at the watershed scale, scientists should assess the effect of upstream
www.biosciencemag.org

conservation measures on the downstream transfer of
ecosystem services. This scale of spatial lag applies to many
public services, including flow regulation, flood buffering,
sediment retention, pollution control, and scenic beauty
(figure 1, table 1; Biggs et al. 2006, Stanton et al. 2010). These
services typically benefit the public in general and downstream inhabitants in particular; however, some services are
provided to others outside the watershed and region.
Water-based and watershed-scale PES schemes and management plans are booming in Latin America (Balvanera
et al. 2006). These services are often quantified at the
watershed scale, which is defined by an area of land within
a bounded hydraulic system and typically encompassing
more than one property. Once the spatiotemporal lag
between the production and the consumption of the ecosystem service exceeds individual property boundaries, the
service becomes a common-pool resource (sensu Ostrom
et al. 1999). As an example, in the dry forest ecosystems
of Nicaragua, a higher leaf-area index in riparian forests is
correlated with significantly higher hydraulic conductivity
(figure 3; Niemeyer 2011). Hydraulic conductivity governs
infiltration, which is one of the primary mechanisms by
which overland flow is decreased, and thereby reduces pollutant movement into streams and increases groundwater
recharge (Chaves et al. 2008). By using remotely sensed
data, it is possible to scale infiltration capacity to an entire
watershed to better target a location for ecosystem-service
payments (Chávez Huamán 2010). Overlaying these data
with social data, such as parcel size and road networks in the
watershed, will further improve PES effectiveness.
In addition, two current PES schemes in the biological
corridors of Costa Rica have recently been transformed
to facilitate the management of hydrological services,
although their original objective was ensuring functional
connectivity for wild biodiversity. In the Volcánica Central
June 2013 / Vol. 63 No. 6 • BioScience 477
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Figure 2. The impact of four land-cover change scenarios on landscape fragmentation and functional connectivity:
(a) the actual landscape; (b) the inclusion of 50-meter riparian forests; (c) tree cover modifications with low tree density
silvopastoral systems on inclines of less than 15%, high-density silvopastoral systems on inclines between 16%–29%, and
forest regeneration on inclines steeper than 30%; (d) combination of riparian corridors and tree cover modifications
(Sanfiorenzo et al. 2011). The results show that these changes will reduce the number of patches (the green bar in the bar
graph), increase the amount of habitat available (the yellow bar, in square kilometers), and increase the connectivity of
habitat (the red bar) for forest-dependent species, such as trogons.
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Figure 3. Water quality is improved through increased vegetation in riparian areas by increasing infiltration capacity. Using
remotely sensed data, we are able to scale this ecosystem service to the watershed scale to target areas for ecosystem-service payment
schemes (Chávez Huamán 2010, Niemeyer 2011). The photographs illustrate different vegetation classes based on leaf-area index,
scaled to a watershed, using the Normalized Difference Vegetation Index. The black symbols are settlements and the color borders
around the photos correspond to infiltration capacity on the map. Abbreviation: km, kilometers. Photographs: Ryan Niemeyer.

Talamanca Biological Corridor, payments are distributed
for hydrological services such as sediment reduction and
improved water quality by ICE, which was described above
(and detailed in Estrada Carmona and DeClerck 2011),
and payments are distributed for forest conservation in the
Hojancha–Chorotega Biological Corridor. The effort is led
by the local community as a means of increasing community
resilience to El Niño–related drought events.
The conservation impact of riparian forest interventions can also largely be seen at watershed scales. Although
riparian forests are important sources of habitat at the local
scale, they provide crucial connectivity between forest fragments across the watershed in human-dominated landscapes
(figure 2; Sanfiorenzo et al. 2011). Maximizing available
habitat throughout the watershed, riparian forests ensure
the continuity of ecological communities across elevation
gradients and provide potential lateral connectivity in watersheds with high drainage densities (Brudvig et al. 2009).
Sanfiorenzo and colleagues (2011) compared land-cover
modifications in productive areas and the inclusion of
www.biosciencemag.org

riparian forests in the Copán River watershed, Honduras,
and demonstrated that, although both strategies independently conserve equal-size areas, only the riparian forest
conservation strategy contributes to reducing the effects of
fragmentation. Increased functional connectivity allows species to move to better habitats for different life-history needs
and increases wildlife populations’ resilience to short- and
long-term environmental change.
Several riparian ecosystem services operate beyond the
watershed scale, which might be called national or global
commons (Ostrom et al. 1999). There are growing efforts to
value these services in national and international accounting mechanisms, such as the World Bank’s WAVES initiative. Carbon sequestration by riparian forests serves
as one example; less obvious is the habitat connectivity
within and between watersheds provided by riparian corridors. Galleries of riparian forests allow species to move
across a landscape (Gillies et al. 2011). Habitat connectivity improves a species’ ability to respond to environmental
change, be that a press or pulse disturbance (Kostyack
June 2013 / Vol. 63 No. 6 • BioScience 479
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et al. 2011). The scenic beauty offered by natural rivers and
floodplains emerges at local scales with direct economic
value at the national and international scales (figure 1).
For example, Costa Rica’s national parks generate an estimated $1.5 billion in revenue per year (Moreno Díaz et al.
2010), largely driven by the scenic and recreational values
embedded in forests, rivers, beaches, and wildlife viewing.
Incentives for conserving ecosystem services at the inter
watershed and higher scales require governance structures
that match these scales.
Incentives for riparian forest conservation at a national
scale may be present in the form of a country’s commitment to biodiversity conservation or in the form of climatechange-related agreements, for example. At international
scales, many countries in both the developed and the
developing world are signatories to climate change protocols (e.g., Kyoto, REDD+), the Convention on Biological
Diversity, or the United Nations’ Millennium Development
Goals, all of which can be classified as international drivers
for conservation and ecosystem-service protection. Costa
Rica’s national interest in forest conservation, as another
example, is in part driven by political interest and, more
recently, by an active policy to be the first carbon-neutral
country in the world. Although not a service specific to
riparian areas, the protection of riparian forests aids in the
effort to sequester carbon while simultaneously providing
other economic and ecosystem-service-derived benefits.
Recommendations by the National System of Conservation
Areas specifically highlighted the protection of riparian
areas for their conservation value in human-dominated
landscapes of the country (SINAC 2007).
In the case of carbon, when compared with those of
hydrological services, the spatial and temporal lags between
the producer and the consumer are very high. Direct negotiation between the producers and the consumers of the
service is difficult and is complicated by the complex relationship between carbon sequestration and global climate
change. When spatiotemporal lags between producers and
consumers are high, such as in the case of carbon sequestration, higher-order institutional arrangements are needed
to incentivize ecosystem-service producers and to assure
service delivery to consumers.
In another example of interwatershed-scale services, the
impacts of high sediment loads not only decrease water
quality and hydroelectric reservoir life span (watershed scale)
but also have significant effects on coastal systems (coral
reefs and estuaries), as is the case with the Mesoamerican
Barrier Reef—the second-largest barrier reef in the
world (Burke and Maidens 2004). Coordinated local- and
watershed-scale efforts to conserve intact riparian forests and floodplains can help mitigate erosive land-use
practices in multiple degraded watersheds draining into
the Caribbean. Considering that the scale of the problem
includes hundreds—if not thousands—of watersheds across
Mesoamerica and affects services such as tourism and
marine fisheries consumed at international, national, and
480 BioScience • June 2013 / Vol. 63 No. 6

regional scales, incentives at these same scales are needed to
ensure an effect. Although many organizations operating at
these scales already exist, they could be further mobilized to
focus on ecosystem-service investments and on monitoring
riparian areas across national boundaries.
In addition to the services provided, riparian forests provide crucial habitat for the conservation of biodiversity at
multiple scales. Conservation of even narrow belts of riparian forest combined with high densities of trees on adjacent
lands can positively affect macroinvertebrate, fish, reptile,
and amphibian diversity richness (Couceiro et al. 2006, Lorion
and Kennedy 2009) and can lead to significant increases in
reptile and amphibian diversity (Gómez et al. 2011).
The habitat provided by riparian forests mediates energy
budgets across the aquatic–terrestrial interface (Sabo and
Power 2002). This has unique implications for pest control services, because emergent aquatic insects constitute
seasonally important food sources for insectivorous birds,
bats, and spiders, which function as important predators of
agricultural pests (Fukui et al. 2006, Marczak and Richardson
2007). The deforestation of riparian forests can result in significant changes to these subsidies (Chan et al. 2006), with
potentially indirect effects limiting pest control services on
adjacent agricultural lands. However, since most of the work
on cross-system subsidies has been completed in temperate
regions, an important goal for future research is to determine
to what extent these subsidies exist in tropical regions.
Ecosystem services as an interdisciplinary framework
Considering that ecosystem-service-based management
solutions require a detailed understanding of both the
ecosystem and the socioeconomic forces at work locally,
nationally, and regionally (Stanton et al. 2010), we argue—as
others have—that management must increasingly foster
interdisciplinary studies (Sabatier et al. 2005). That is, we
begin to ask compound questions relating to the flows of
ecosystem services and to the social landscapes on which
they occur. For example, what are the types and amounts
of ecosystem services provided by nondegraded ecosystems,
and how are they valued at multiple scales? By matching
the scales of ecosystem-service production with ecosystemservice consumption in social–ecological systems, we will be
better able to develop incentive structures that account for
spatial lags in ecosystem services (figure 1, table 1).
Effective ecosystem-service-based intervention depends
on a clear understanding of the interactions among the
biological, physical, and socioeconomic aspects both of the
services that stakeholders at multiple scales are motivated
to conserve and of the services available from the landscape.
Application of multifunctional, landscape-scale conservation efforts must incorporate the social and economic
heterogeneity of the people who inhabit the landscape,
whose individual contexts and motivations will guide policy
adoption and involvement in conservation interventions.
Moreover, it is crucial to understand consumer motivations for conservation and to quantify the spatiotemporal
www.biosciencemag.org
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lag between ecosystem-service provision and consumption.
The ecological mechanisms that drive these services must
also be clearly understood, including the location and rate
of service provision. For example, in watershed-scale inter
ventions, the services provided in headwater regions are distinct from those provided near the mouth of a river and are
readily transferred to other ecosystems and thereby benefit
others. The determination of the spatiotemporal patterns of
ecosystem-service provision is therefore crucial in designing
appropriate ecosystem-service-based management schemes.
Furthermore, ecosystem-service approaches require an
understanding of the complex interactions between the
environmental constraints on a service and the added effect
of ecological community diversity in a landscape shaped by
multiple land managers and owners with varying motivations, goals, and constraints.
In summary, identifying policy and governance options
to link producers and consumers to incentive mechanisms
will require overlapping governance where multiple scales
of authority interact with multiple ecological scales and a
diverse set of human actors (Ostrom 2005, 2009). The most
appropriate policy measure to support ecosystem-servicebased management is dependent on the specific social–
ecological scale and context of the ecosystem service in
question. Therefore, we believe that explicit incorporation
of scale, social context, and ecosystem processes is essential
to the effective planning and implementation of ecosystemservice management programs.
Acknowledgments
This manuscript is the product of a graduate seminar
led by AKF and FAJD with students and faculty from
the University of Idaho and the Tropical Agricultural
Research and Higher Education Center. This is contribution 1076 of the University of Idaho Forest, Wildlife
and Range Experiment Station and the Idaho Agricultural
Experiment Station. Funding for our research is provided
by multiple sources, including the University of Idaho,
the European Community’s Seventh Framework Program
(grant no. 227265), the CGIAR Collaborative Research
Program on Water Land and Ecosystems, the Norwegian
Research Council–funded Multifunctional Landscapes, the
US Fish and Wildlife Service Wildlife Without Borders–
funded Mixing the Matrix project, and the National Science
Foundation Integrative Graduate Education and Research
Traineeship program (grant no. 0903479).
References cited
Avelino J, Romero-Guridán A, Cruz-Cuellar HF, DeClerck FAJ. 2012. Landscape context and scale differentially impact coffee leaf rust, coffee
berry borer and coffee root-knot nematodes. Ecological Applications
22: 584–596.
Balvanera P, Pfisterer AB, Buchmann N, He JS, Nakashizuka T, Raffaelli D,
Schmid B. 2006. Quantifying the evidence for biodiversity effects on
ecosystem functioning and services. Ecology Letters 9: 1146–1156.
Barrett CB, Travis AJ, Dasgupta P. 2011. On biodiversity conservation and
poverty traps. Proceedings of the National Academy of Sciences 108:
13907–13912.

www.biosciencemag.org

Biggs TW, Dunne T, Muraoka T. 2006. Transport of water, solutes and
nutrients from a pasture hillslope, southwestern Brazilian Amazon.
Hydrological Processes 20: 2527–2547.
Brauman KA, Daily GC, Duarte TK, Mooney HA. 2007. The nature and
value of ecosystem services: An overview highlighting hydrologic
services. Annual Review of Environment and Resources 32: 67–98.
Brudvig LA, Damschen EI, Tewksbury JJ, Haddad NM, Levey DJ. 2009.
Landscape connectivity promotes plant biodiversity spillover into nontarget habitats. Proceedings of the National Academy of Sciences 106:
9328–9332.
Burke L, Maidens J. 2004. Reefs at Risk in the Caribbean. World Resources
Institute.
Cardinale BJ, Harvey CT, Gross K, Ives AR. 2003. Biodiversity and biocontrol:
Emergent impacts of a multi-enemy assemblage on pest suppression and
crop yield in an agroecosystem. Ecology Letters 6: 857–865.
Carse A. 2012. Nature as infrastructure: Making and managing the Panama
Canal watershed. Social Studies of Science 42: 539–563.
Cerdán CR, Rebolledo MC, Soto G, Rapidel B, Sinclair FL. 2012. Local
knowledge of impacts of tree cover on ecosystem services in smallholder coffee production systems. Agricultural Systems 110: 119–130.
Chan KMA, Shaw MR, Cameron DR, Underwood EC, Daily GC. 2006.
Conservation planning for ecosystem services. PLOS Biology 4
(art. e379).
Chaves J, Neill C, Germer S, Neto SG, Krusche A, Elsenbeer H. 2008. Land
management impacts on runoff sources in small Amazon watersheds.
Hydrological Processes 22: 1766–1775.
Chávez Huamán W. 2010. Functional diversity and the absorption capacity
of riparian forests of the Gil Gonzalez watershed in the department of
Rivas, Nicaragua. Master’s thesis. Tropical Agricultural Research and
Higher Education Center, Turrialba, Costa Rica.
Costanza R, et al. 1997. The value of the world’s ecosystem services and
natural capital. Nature 387: 253–260.
Couceiro SRM, Hamada N, Luz SLB, Forsberg BR, Pimentel TP. 2006.
Deforestation and sewage effects on aquatic macroinvertebrates in
urban streams in Manaus, Amazonas, Brazil. Hydrobiologia 575:
271–284.
Daily GC, ed. 1997. Nature’s Services: Societal Dependence on Natural
Ecosystems. Island Press.
Daily GC, Polasky S, Goldstein J, Kareiva PM, Mooney HA, Pejchar L,
Ricketts TH, Salzman J, Shallenberger R. 2009. Ecosystem services
in decision making: Time to deliver. Frontiers in Ecology and the
Environment 7: 21–28.
DeClerck FAJ, Le Coq J-F. 2011. The value of biodiversity in agricultural
landscapes. Pages 215–236 in Rapidel B, DeClerck F[AJ], Le Coq J-F,
Beer J, eds. Ecosystem Services from Agriculture and Agroforestry:
Measurement and Payment. Earthscan.
DeClerck F[AJ], Ingram JC, Rumbaitis del Rio CM. 2006. The role
of ecological theory and practice in poverty alleviation and environmental conservation. Frontiers in Ecology and the Environment 4:
533–540.
Estrada Carmona N, DeClerck F[AJ]. 2011. Payment for ecosystem services
for energy, biodiversity conservation, and poverty reduction in Costa
Rica. Pages 191–210 in Ingram, JC, DeClerck F[AJ], Rumbaitis del Rio
C[M], eds. Integrating Ecology and Poverty Reduction: The Application
of Ecology in Development Solutions. Springer.
Fukui D, Murakami M, Nakano S, Aoi T. 2006. Effect of emergent aquatic
insects on bat foraging in a riparian forest. Journal of Animal Ecology
75: 1252–1258.
Garbach K, Lubell M, DeClerck FAJ. 2012. Payment for ecosystem services:
The roles of positive incentives and information sharing in stimulating adoption of silvopastoral conservation practices. Agriculture,
Ecosystems and Environment 156: 27–36.
Gillies CS, Beyer HL, St. Clair CC. 2011. Fine-scale movement decisions of
tropical forest birds in a fragmented landscape. Ecological Applications
21: 944–954.
Gleick PH. 2003. Global freshwater resources: Soft-path solutions for the
21st century. Science 302: 1524–1528.
Gómez MJ, Gutiérrez I, Benjamin T, Casanoves F, DeClerck F[AJ]. 2011.
Conservación y conocimiento local de la herpetofauna en un paisaje
ganadero. Agroforesteria en las Américas 48: 65–75.

June 2013 / Vol. 63 No. 6 • BioScience 481

Articles
Gurnell A. 1997. The hydrological and geomorphological significance of forested floodplains. Global Ecology and Biogeography Letters 6: 219–229.
Harvey CA, Haber WA. 1999. Remnant trees and the conservation of
biodiversity in Costa Rican pastures. Agroforestry Systems 44: 37–68.
Hein L, van Koppen K, de Groot RS, van Ierland EC. 2006. Spatial
scales, stakeholders and the valuation of ecosystem services. Ecological
Economics 57: 209–228.
Hilty JA, Merenlender AM. 2004. Use of riparian corridors and vineyards
by mammalian predators in Northern California. Conservation Biology
18: 126–135.
Jack BK, Kousky C, Sims KRE. 2008. Designing payments for ecosystem services: Lessons from previous experience with incentive-based
mechanisms. Proceedings of the National Academy of Sciences 105:
9465–9470.
Jackson L, van Noordwijk M, Bengtsson J, Foster W, Lipper L, Pulleman
M, Said M, Snaddon J, Vodouhe R. 2010. Biodiversity and agricultural
sustainability: From assessment to adaptive management. Current
Opinion in Environmental Sustainability 2: 80–87.
Kareiva P, Marvier M. 2007. Conservation for the people. Scientific
American 297: 50–57.
Kostyack J, Lawler JJ, Goble DD, Olden JD, Scott JM. 2011. Beyond reserves
and corridors: Policy solutions to facilitate the movement of plants
and animals in a changing climate. BioScience 61: 713–719.
Lal R. 2004. Soil carbon sequestration impacts on global climate change
and food security. Science 304: 1623–1627.
Levin S. 1999. Fragile Dominion: Complexity and the Commons. Perseus.
Lorion CM, Kennedy BP. 2009. Riparian forest buffers mitigate the effects
of deforestation on fish assemblages in tropical headwater streams.
Ecological Applications 19: 468–479.
[MA] Millennium Ecosystem Assessment. 2005. Ecosystems and Human
Well-Being: Synthesis. Island Press.
Madrigal R, Alpízar F. 2011. Determinants of performance of communitybased drinking water organizations. World Development 39: 1663–1675.
Marczak LB, Richardson JS. 2007. Aquatic insect emergence determines
abundance and distribution of riparian spiders in a high productivity
temperate rainforest. Journal of Animal Ecology 76: 687–694.
Miranda M, Porras IT, Moreno ML. 2003. The Social Impacts of Payments
for Environmental Services in Costa Rica: A Quantitative Field Survey
and Analysis of the Virilla Watershed. International Institute for
Environment and Development.
Moreno Díaz ML, Salas Pinel F, Otoya Chavarría M, González Brenes S,
Cordero Rodríguez D, Mora Salas CE. 2010. Análisis de las Contribuciones de los Parques Nacionales y Reservas Biológicas al Desarrollo
Socioeconómico de Costa Rica 2009. Centro Internacional de Política
Económica para el Desarrollo Sostenible de la Universidad Nacional.
Nelson E, et al. 2009. Modeling multiple ecosystem services, biodiversity
conservation, commodity production, and tradeoffs at landscape scales.
Frontiers in Ecology and the Environment 7: 4–11.
Niemeyer R. 2011. Does Vegetation Matter? Measuring Effects of Vegetation
on Water Movement in Soils in Dry Tropical Nicaragua. Master’s thesis.
University of Idaho, Moscow.
Ostrom E. 2005. Understanding Institutional Diversity. Princeton University
Press.
———. 2009. A general framework for analyzing sustainability of social–
ecological systems. Science 325: 419–422.
Ostrom E, Burger J, Field CB, Norgaard RB, Policansky D. 1999. Revisiting
the commons: Local lessons, global challenges. Science 284: 278–282.
Pijanowski BC, Iverson LR, Drew AC, Bulley HNN, Rhemtulla JM,
Wimberly MC, Bartsch A, Peng J. 2010. Addressing the interplay of
poverty and the ecology of landscapes: A Grand Challenge Topic for
landscape ecologists? Landscape Ecology 25: 5–16.
Porras I, Miranda M, Barton DN, Chacón-Cascante A. 2012. De Rio a Rio+:
Lecciones de 20 Años de Experiencia en Servicios Ambientales en Costa
Rica. International Institute for Environment and Development.
Rapidel B, DeClerck F[AJ], Le Coq J-F, Beer J, eds. 2011. Ecosystem Services
from Agriculture and Agroforestry: Measurement and Payment.
Earthscan.
Renard KG, Foster GR, Weesies GA, McCool DK, Yoder DC. 1997. Predicting
Soil Erosion by Water: A Guide to Conservation Planning with the
Revised Universal Soil Loss Equation (RUSLE). US Department of
Agriculture. Agricultural Handbook no. 703.

482 BioScience • June 2013 / Vol. 63 No. 6

Ricketts TH. 2004. Tropical forest fragments enhance pollinator activity in
nearby coffee crops. Conservation Biology 18: 1262–1271.
Sabatier P, Focht W, Lubell M, Trachterberg Z, Vedlitz A, Matlock M, eds.
2005. Swimming Upstream: Collaborative Approaches to Watershed
Management. MIT Press.
Sabo JL, Power ME. 2002. River–watershed exchange: Effects of riverine
subsidies on riparian lizards and their terrestrial prey. Ecology 83:
1860–1869.
Sanfiorenzo A, DeClerck F[AJ], Benjamin T, Velásquez S. 2011. Conectividad
funcional para los géneros de aves Trogon, Icterus y Dendroica en el
paisaje de la subcuenca del río Copán, Honduras. Agroforesteria en las
Américas 48: 54–64.
[SINAC] Costa Rican National System of Conservation Areas. 2007. Grúas
II: Propuesta de Ordenamiento Territorial para la Conservación de la
Biodiversidad de Costa Rica: Análisis de Vacíos de Conservación en
Costa Rica, vol 1: Análisis de Vacíos en la Representatividad e Integridad
de la Biodiversidad Terrestre. SINAC.
Stanton T, Echavarria M, Hamilton K, Ott C. 2010. State of Watershed Payments: An Emerging Marketplace. Ecosystem Marketplace.
(27 March 2013; www.foresttrends.org/documents/files/doc_2438.pdf )
Thorp JH, Flotemersch BH, Delong MD, Casper AF, Thoms MC,
Ballantyne F, Williams BS, O’Neill BJ, Haase CS. 2010. Linking ecosystem services, rehabilitation, and river hydrogeomorphology. BioScience
60: 67–74.
Tockner K, Stanford JA. 2002. Riverine flood plains: Present state and future
trends. Environmental Conservation 29: 308–330.
Useche DC, Harvey CA, DeClerck F[AJ]. 2011. Implicaciones sociales,
económicas y ecológicas para la implementación de sistemas silvo
pastoriles como estrategia para la conservación de la biodiversidad
en paisajes ganaderos tropicales. Agroforestería en las Américas 48:
76–83.
Van Buskirk J, Willi Y. 2004. Enhancement of farmland biodiversity within
set-aside land. Conservation Biology 18: 987–994.
Venter O, Meijaard E, Possingham H, Dennis R, Sheil D, Wich S, Hovani L,
Wilson K. 2009. Carbon payments as a safeguard for threatened tropical
mammals. Conservation Letters 2: 123–129.
Vignola R, McDaniels TL, Scholz RW. 2012. Negotiation analysis for mechanisms to deliver ecosystem services: The case of soil conservation in
Costa Rica. Ecological Economics 75: 22–31.
Villa F, Ceroni M, Bagstad K, Johnson G, Krivov S. 2009. ARIES (ARtificial
Intelligence for Ecosystem Services): A new tool for ecosystem services
assessment, planning, and valuation. ARIES. (27 March 2013; www.
ariesonline.org/resources.html)
Villalobos AL, Solano Valverde V. 2007. Tarifa Hídrica: Historia de un
Ejemplo Pionero en América Latina. Empresa de Servicios Públicos de
Heredia.
Vörösmarty CJ, et al. 2010. Global threats to human water security and river
biodiversity. Nature 467: 555–561.

Alexander K. Fremier (afremier@uidaho.edu) is an ecologist in the Department
of Fish and Wildlife Sciences at the University of Idaho, in Moscow. Fabrice
A. J. DeClerck (f.declerck@cgiar.org) is a landscape and community ecologist
at Bioversity International, in Montpellier, France; he is also affiliated with the
Division of Research and Development at the Tropical Agricultural Research
and Higher Education Center (CATIE), in Turrialba, Costa Rica, and with the
Department of Forest, Rangeland, and Fire Sciences at the University of Idaho.
Nilsa A. Bosque-Pérez is affiliated with the Department of Plant, Soil, and
Entomological Sciences at the University of Idaho. Natalia Estrada Carmona
and Alejandra Martínez-Salinas are affiliated with both the Department of
Fish and Wildlife Sciences at the University of Idaho and CATIE. Renée Hill,
Levi Keesecker, and Andre Sanfiorenzo are affiliated with CATIE and with the
Environmental Science Program at the University of Idaho. Taylor Joyal and
Kristen Welsh are affiliated with CATIE and with the Water Resources Program
at the University of Idaho. P. Zion Klos is affiliated with the Department of
Forest, Rangeland, and Fire Sciences at the University of Idaho, as is Ryan
Niemeyer, who is also affiliated with the Department of Fish and Wildlife
Sciences at the same institution. J. D. Wulfhorst is affiliated with the Department
of Agricultural Economics and Rural Sociology at the University of Idaho.

www.biosciencemag.org

