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Measurements made by remote sensing can characterize the leaf area density and nitrogen/chlorophyll
content of forest canopies, as well as maximum photosynthetic capacity and above-ground structure and
biomass. Combining these with climate data estimated from relationships based on temperature
measurements and using an appropriate process-based model, it is possible to calculate, with useful
accuracy, carbon sequestration and wood production by different forest types covering large land areas.
To broaden its application and reduce the need for detailed information on stand characteristics, a
satellite-driven version of the model 3-PG, was developed. The 3-PGS model incorporates the major ﬁrstorder physiological processes that determine forest growth, and the biophysical factors that affect and
govern those processes. It incorporates remotely sensed estimates of seasonal variation in canopy light
interception (fPAR) and includes physiological variables (stomatal conductance and canopy quantum
efﬁciency) that can be estimated by remote-sensing measurements of factors that inﬂuence those
variables. 3-PGS therefore provides a useful framework within which to evaluate how data from the
array of airborne and satellite-borne sensors now available might be used to initialize, drive, and test
process-based growth models across regions with diverse soils and climates. We address the question: to
what extent might additional remote-sensing techniques improve 3-PGS predictions?
Sensitivity analyses indicate that model accuracy would be most improved through better estimates
of seasonal changes in canopy photosynthetic capacity (a) and canopy conductance (Gc). Canopy
photosynthetic capacity depends on the amount of light absorbed by the canopy, estimated as a fraction
of photosynthetically active radiation (fPAR), and on foliage nitrogen or chlorophyll content, which can
be estimated using multi-spectral imagery. Gc depends on canopy leaf area index (L) and stomatal
conductance of the foliage (gs), which is affected by the vapor pressure deﬁcit of the air and soil water
content. The onset and effects of drought can be determined from changes in canopy reﬂectance and fPAR
identiﬁed from sequential measurements; the same measurements, coupled with calculations of
evapotranspiration using climatic data and standard formulae, provide estimates of total available water
in forest root zones. Periodic surveys with Light Detection and Ranging (LiDAR) and interferometric
RADAR may serve to validate model predictions of above-ground growth (NPPA), while progressive
reduction in light-use efﬁciency (NPPA/APAR) may identify forests with declining vigor that are likely to
succumb to attack from insects and pathogens.
ß 2009 Elsevier B.V. All rights reserved.
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1. Introduction
Although the spatial extent of land-use changes has been fairly
well documented by satellite coverage over the last half-century,
the signiﬁcance of these changes on local and regional carbon and
water balances is difﬁcult to quantify. With improved understanding of how ecosystems work, process-based models have
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been developed to evaluate changes in water use and carbon
sequestration under present and future climatic conditions
(Harper et al., 2005). The implications of a recent drought in
France and across all of Europe (Ciais et al., 2005; Verbeeck et al.,
2008), the effects of severe weather on primary production and soil
properties (Wang and Hall, 2004), and the optimum locations for
pastures and plantations have all been identiﬁed with such models
(Zug et al., 2006).
There is a range of process-based models that predict growth
and water use by individual species as well as mixed species
stands, reviewed by Landsberg (2003) and Nightingale et al.
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(2004). There are, however, concerns, about the dependence of
model predictions on extrapolations, not only of climatic conditions and soil properties, but on short-term measurements
acquired at a limited number of well-instrumented sites. Although
it easy to distinguish agricultural crops and tree plantations from
native forests using standard remote-sensing classiﬁcation
schemes, it is difﬁcult to obtain other properties of the vegetation
necessary to predict growth accurately.
What are the properties needed to do this? Most models require
good estimates of seasonal variation in canopy leaf density. Some
have been simpliﬁed to ignore local variation in soil fertility and
water storage capacity (Zhao et al., 2006) while others have
extended the time step for analysis from daily to monthly intervals
(Aber and Federer, 1992; Landsberg and Waring, 1997). Models
may be species speciﬁc (Landsberg and Waring, 1997; Battaglia
and Sands, 1997) or merge canopy properties (Nightingale et al.,
2004). From sensitivity analyses, areas where drought may be a
problem can be identiﬁed through observed reductions in canopy
leaf density (Nightingale et al., 2007). Where water supply is
unlikely to be limiting, a denser canopy might be indicative of more
fertile soils (Waring et al., 2005). But canopy density is not always a
good indicator of water supply or soil fertility. For example,
fertilized plantations of eucalyptus in Brazil support half the
canopy density of adjacent rainforests but are more than twice as
productive, while using similar amounts of water (Almeida and
Soares, 2003; Hutyra et al., 2007; Alton et al., 2007). The
explanation for these observations is that the maximum photosynthetic capacity (amax) and stomatal conductance (gs.max) of
eucalyptus plantations (Almeida et al., 2004; Stape et al., 2004a)
are twice those of the native rainforest (Hutyra et al., 2007).
Soil properties may be inferred from maps developed from ﬁeld
surveys, but such maps do not identify areas where additions or
losses of nutrients have occurred (Coops and Waring, 2001a,b;
Ringrose and Neilsen, 2005). Interactions between climatic
conditions and soil properties are important because they affect
the proportion of growth allocated above and belowground. In
addition, as trees grow in height, water transport is restricted,
imposing additional limitations on gas exchange through leaf
stomata (Brodribb and Feild, 2000; Hubbard et al., 2001; Ambrose
et al., 2009).
Coops et al. (1998) developed a general forest growth model, 3PGS (Physiological Principles Predicting Growth with Satellites)
that has been applied to predict the effects of climatic variation on
forest productivity (Coops, 1999; Coops and Waring, 2001a; Coops
et al., 2001). Smith et al. (2002) greatly improved predictions of
above-ground growth in the White Mountains of New Hampshire
by incorporating satellite-derived estimates of canopy nitrogen
content in their model. The 3-PGS model incorporates most of the
ﬁrst-order physiological processes that determine forest growth,
and the biophysical factors that affect and govern those processes.
It therefore provides a very useful framework within which to
evaluate how data from the array of airborne and satellite-borne
sensors now available might be used to initialize, drive, and test
process-based growth models across regions with diverse soils and
climates.
In this paper, we ﬁrst describe the data requirements and
operation of 3-PGS, and then review the information that can be
obtained from a variety of sensors. We outline how this
information might logically be used to: 1) delineate forests with
similar structural properties, 2) assess nutrient limitations on
canopy photosynthetic capacity, and 3) evaluate interactions with
tree height and soil properties that affect above-ground net
primary production.
It is our view that the use of models such as 3-PGS, in
association with the appropriate measurements made by remote
sensing will lead, in the near future, to considerable improvements
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in our ability to estimate carbon sequestration and wood
production by forests.
2. Description of 3-PGS model
The 3-PGS model calculates the carbon and water balances of
forest stands or forested regions at monthly and annual time steps
using data describing the climate, soils, and selected biological
variables (Fig. 1).
2.1. Climatic data
The climatic data required for the 3-PGS model include monthly
mean solar radiation (Srad), photosynthetically active radiation
(PAR), temperature (Ta), daytime humidity deﬁcits (VPD), precipitation (P), and the frequency of frost (Ff). Given information on
latitude, elevation, and date, it is possible to estimate values for all
these variables, except precipitation, from monthly mean minimum and maximum temperatures (Coops et al., 2000; Waring and
McDowell, 2002).
2.2. Soil properties
Only two soil properties are required to initialize 3-PGS, but
both are difﬁcult to obtain. One is an index of soil fertility (FR),
which takes values between 0 (very low fertility) and 1 (nutrition
non-limiting), while the other is a measure of the maximum
amount of water available in tree root zones (umax). FR is
conventionally determined by bioassays in the laboratory (Waring
and Youngberg, 1972) or in the ﬁeld by comparing growth of
fertilized with unfertilized trees (Stape et al., 2006). It can also be
estimated on the basis of conventional soil chemical analyses,
although the correlation between tree performance and the results
obtained from these is frequently poor. Root zone water storage
capacity can be assessed in the laboratory from soil samples
collected to the depth of rooting (Soares and Almeida, 2001) or by
calculating the amount of water extracted during a drought until
the vegetation shows complete stomatal closure (Running, 1994;
Oren et al., 1998).
2.3. Biological features
The vegetation features required to initialize the 3-PGS model
include the physiological properties (amax and gs.max,), and the
optical property (fPAR) - the fraction of light intercepted by the
canopy. Maximum stomatal conductance (gs.max) provides a
reference value. This is modiﬁed (constrained) by atmospheric
humidity (vapor pressure deﬁcit) to give actual stomatal conductance, gs. Fig. 1 shows that the value of amax is inﬂuenced by soil
fertility as well as by gs. Through Beer’s Law, fPAR increases
exponentially with canopy leaf area index (L, see Section 3.3).
Canopy conductance (Gc) is determined by L and gs; the stomatal
conductance of all the leaves in the canopy is in parallel, so sums
algebraically to give Gc. If the canopy is approximated by n layers of
foliage, each with a leaf area li per unit ground area and an average
P
stomatal conductance gsi, Gc can be estimated by GC ¼ ni¼1 g si li .
Bulk aerodynamic conductance has little inﬂuence on Gc if L  3
(see Kelliher et al., 1995). The height of the vegetation is also
important as it inﬂuences how effectively canopies are coupled to
the atmosphere (Jarvis and McNaughton, 1986; Monteith and
Unsworth, 2008) and, because of limitations associated with the
hydraulic architecture of tall vegetation imposes constraints on Gc
required for the calculation of evapotranspiration (Hubbard et al.,
2001; Novick et al., 2009).
In 3-PGS, the monthly maximum potential gross primary
production (GPP) is equal to the product of the light absorbed by
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Fig. 1. Schematic diagram of the 3-PGS model. Gross (GPP) and net primary production (NPP) are ultimately functions of the amount of light absorbed by the canopy (APAR)
and the canopy quantum efﬁciency (a). Additional restrictions are imposed on photosynthesis through reduction in stomatal conductance (gs; see text) if air temperatures,
atmospheric humidity deﬁcits (VPD) or the available soil water supply (u) are suboptimal. GPP is partitioned equally into NPP and autotrophic respiration. NPP is further
partitioned into belowground (NPPB) and above-ground (NPPA) components depending on soil fertility and available water (modiﬁed from Coops et al., 1998).

the canopy (APAR) and the canopy quantum efﬁciency (amax).
Actual GPP is calculated each month by reducing amax by
modiﬁers determined by frost, humidity deﬁcits and/or,
drought, and temperatures that depart from optimum for a
particular type of vegetation. Frost effects are accounted for in
the model by multiplying the solar radiation absorbed by leaves
in any month of length d days, by (1  df/d), where df is the
number of days in the month in which air temperature falls
below freezing. Reductions caused by drought or vapor pressure
deﬁcits are those imposed by the more limiting variable, scaled
in relative units between 0 (completely limiting) and 1
(optimum) (Coops et al., 1998).
2.4. Autotrophic respiration and net primary production
Autotrophic (plant) respiration is calculated in 3-PGS on an
annual basis as a ﬁxed fraction (50%) of GPP, based on
calculations of stand carbon balances developed by Ryan (1991)
and reported in papers by Waring et al. (1998) and Gifford (2003).
This simpliﬁcation is robust, but may differ between life forms and
biomes (Ryan et al., 1997).
Net primary production (NPP) in 3-PGS is partitioned into above(NPPA) and belowground (NPPB) components. The NPPB fraction,
which includes photosynthate allocated to roots, mycorrhizae and
exudates, varies from 20% to 60% of NPP, depending on the extent
to which soil fertility (FR) and water (u) are suboptimal (Waring
et al., 1998; Ceulemans et al., 1999). Generally, if environmental
conditions permit GPP to exceed 2500 g C m2 yr1, the ratio of
NPPB/NPPA can be expected to approach a minimum (Litton et al.,
2007).1 Even if GPP is as low as 1000 g C m2 yr1, as it is for boreal
1

In this paper the ratio includes autotrophic respiration along with NPPB.

forests of Populus tremuloides growing on moderately fertile soils,
the fraction of NPP partitioned to NPPB may be minimum (Ryan et al.,
1997). On the other hand, drought, infertile soils or water-logged
substrates result in proportionally more photosynthate being
allocated belowground (Chen et al., 2003; Litton et al., 2007).
2.5. Light-use efﬁciency (LUE)
3-PGS calculates above-ground light-use efﬁciency as the ratio
of NPPA/APAR, which varies from 0.7 g C MJ1 APAR under optimal
growing conditions for young forests to <0.1 g C MJ1 APAR for older
forests approaching maximum height or subjected to severe
drought (Runyon et al., 1994a,b). The LUE is related to annual
wood-growth efﬁciency (stemwood production/L), which is widely
applied to assess tree resistance to attack from insects and
pathogens (Waring, 1987).
2.6. Ecosystem respiration and net ecosystem exchange
Although 3-PGS does not calculate ecosystem respiration (Re) or
net ecosystem exchange (NEE, equal to GPP-Re), a recent analysis of
a total of 504 years of data from 125 separate sites where net CO2
exchange has been continuously monitored indicates a linear
relation between GPP and Re (Baldocchi, 2008). For undisturbed
vegetation about 77 g C m2 yr1 are released for every
100 g C m2 yr1 of GPP (r2 = 0.89). For sites disturbed by ﬁre,
wind throw, logging, or other causes, the relationship is steeper, on
average about 94 g C m2 yr1 are released for every
100 g C m2 yr1 of GPP (Baldocchi, 2008). By recognizing that
an area has been recently disturbed to various degrees, (see next
section) it should be possible to estimate annual variation in both
Re and NEE through linear correlations with GPP.
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3. Remote sensing of ecosystem properties
This section contains a brief review of remote-sensing
techniques available to initialize process-based growth model,
to provide (or conﬁrm accuracy of) climatic data to drive them, and
to evaluate their success in predicting annual above-ground
production and light-use efﬁciency. The sensors available acquire
data over a wide spectral range from ultraviolet and visible (200–
700 nm) to near and mid-infrared radiation (700–3000 nm), to
thermal (3–10 mm) and microwave (up to 1 m).
3.1. Land cover/disturbance
Many landscape-level analyses depend on our ability to
distinguish different types of vegetation from one another
(Coops and White, 2003). Conventionally, differences in land
cover have been assessed by looking for statistically signiﬁcant
differences in reﬂectance from a number of distinct spectral
bands in the visible and shortwave spectral regions. Running
et al. (1994) pointed out the advantages of including longer
wave bands that measure thermal emissivity to provide an
integrated measure of surface temperature (LST). As the density
of vegetation cover increases, emissivity from the ground
surface is reduced and LST measurements approach ambient
air temperature (Goward et al., 1985; Nemani et al., 1996).
Differences observed in the seasonal patterns of greenness and
LST have enabled much improved land cover classiﬁcations at
local, regional and continental scales (Borak et al., 2000; Lambin
and Ehrlich, 1995; Nemani and Running, 1997; Roy et al., 2005).
Mildrexler et al. (2007) built on these principles to recognize
disturbances and recovery by following shifts in the ratio of
canopy greenness to LST relative to long-term averages.
Additional reﬁnements may be required to distinguish between
vegetation with similar greenness and LST properties that differ
substantially in height. Sensors that can estimate biomass and
NPPA with some accuracy will be covered in Section 3.6.
3.2. Climatic drivers
Over the past three decades a range of approaches has been
developed to predict incident Srad and PAR from satellite-derived
data (Eck and Dye, 1999; Pinker and Laszlo, 1992). Goward et al.
(1994) and Dye and Shibasaki (1995) estimated monthly
integrated incident solar radiation using ultraviolet reﬂectance
from the Total Ozone Mapping Spectroradiometer (TOMS). Wang
et al. (2000) combined ﬁner scale Landsat imagery, a DEM, and an
atmospheric transmission model (LOWTRAN) to estimate surface
net solar radiation over an agricultural site in the US with an
average error of less than 1%. More recently Liang et al. (2006)
produced accurate daily estimates of incident solar radiation and
PAR at a spatial resolution of 1 km2 or less by combining
information from a number of satellite sensors.
Surface estimates of vapor pressure deﬁcits can also be
retrieved at a similar resolution to PAR with good results up to
VPD of 2.5 kPa using LST data acquired by MODIS, except where
vegetation is very sparse (Nemani, 2008; Hashimoto et al., 2008).
On overcast days when surface temperatures cannot be retrieved it
is unlikely the VPD will be suboptimal. Frozen soils can be detected
with RADAR to deﬁne conditions when stomata are closed and
growth cannot occur (Kimball et al., 2005). On clear days LST can be
estimated and compared with values extrapolated from a variety
of sources.
Precipitation is the most difﬁcult climatic variable to acquire
remotely and consistently across large areas. As a result most
process-based models utilize ground networks of precipitation
extrapolated across space and time. However, progress is being
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made using a combination of passive microwave sensors (Nesbitt
et al., 2004) with a number of new satellite missions planned to
resolve this data gap.
3.3. Leaf area index and fPAR
In addition to information on land cover, remote-sensing data
can provide frequent estimates of biologically important variables
such as leaf area index (L) and fPAR. Mapping L from satellitederived reﬂectance in the near-infrared and red wavelengths has a
long history through correlations with simple vegetation indices
such as the Normalised Difference Vegetation Index (NDVI)
(Tucker, 1979; Chen and Cihlar, 1996). At low values of L,
reﬂectance from the ground surface corrupts the signal (van
Leeuwen and Huete, 1996) and at high values the spectral indices
saturate (Fassnacht et al., 1997; Turner et al., 1999).
Huete et al. (2002) created an Enhanced Vegetation Index (EVI)
that is less sensitive to background soil and saturates at higher L
values than NDVI by adding blue wavelengths to the calculation
(Waring et al., 2008). Because of the saturation at L values >4, it is
reasonable to apply a nearly linear relationship between NDVI or
EVI and fPAR.
3.4. Canopy nitrogen and chlorophyll content
Over a fairly wide range, canopy nitrogen content is
positively related to NPPA because nitrogen stimulates stem
and leaf growth as well as photosynthesis (Reich et al., 1998).
Martin and Aber (1997) demonstrated that NASA’s Airborne
Visible/Infrared Imaging Spectroradiometer (AVIRIS), with 10–
20 nm spectral resolution, could predict canopy nitrogen
content of deciduous hardwood canopies at Harvard Forest in
Massachusetts. These relationships permitted continuous mapping of canopy nitrogen content required to predict NPP with a
process-based model, PnET (Aber and Federer, 1992). Predictions of foliar N in northeastern mixed hardwood and coniferous
forests have been scaled up using satellite hyperspectral
HYPERION imagery with precision within 0.25% N of leaf dry
mass, compared with the AVIRIS airborne measurements of
0.19% (Smith et al., 2003).
Ollinger et al. (2008) reported success in correlating total shortwave reﬂectance (albedo) with canopy nitrogen content (N) using
the Moderate Resolution Imaging Spectroradiometer (MODIS)
sensor on NASA’s Terra and Aqua satellites (r2 = 0.88). The relation
between albedo and canopy photosynthetic capacity was less
precise (r2 = 0.73), which is to be expected because not all forms of
nitrogen in leaves are involved in the photosynthetic process
(Wilson et al., 2000; Cheng et al., 2003).
The amount of light absorbed by chlorophyll pigments is a
better estimate of photosynthetic capacity than N content. A wide
range of studies indicates that the most sensitive part of the visible
spectrum is reﬂectance measurements made around 550 nm
(Thomas and Gausman, 1977; Carter and Knapp, 2001) and
between 690 and 740 nm (Curran et al., 1990; Horler et al., 1983;
Rock et al., 1988; Ustin et al., 1998; Curran et al., 1990; Blackburn,
1999).
As hyperspectral imagery is becoming more readily available,
larger areas can be surveyed (Sampson et al., 2003; Coops et al.,
2004). With the launch of a space-borne platform carrying
Envisat’s Medium Resolution Imaging Spectrometer (MERIS) a
Terrestrial Chlorophyll Index is now available to initialize amax in
3-PGS and related process-based models, although the amount of
light absorbed by chlorophyll in the upper canopy may be a better
measure that can be derived with sophisticated models of
radiation-transfer through canopies (Jenkins et al., 2007; Zhang
et al., 2005, 2009; Houborg et al., in press).
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Table 1
Environmental and ecosystem properties that can be remotely sensed and used to drive, parameterize, and assess 3-PGS and other process-based models.
Variables

Value

Sensors

Land Cover/Disturbance

Initialization of model and conﬁrm disturbance under
stable climatic conditions
Drive process-based models
Distinguish vegetation types, set limits on light absorbed
by leaves, and aid in calculation of LUE (NPPA/APAR)
Index to nutrient cycling and max photosynthetic capacity

Multi-spectral optical data, and thermal IR to estimate
LST
Nearly full range of spectrum from mV to microwave
Visible, near and mid-infrared

Climatic variables
Seasonal variation in Leaf Area Index
and fPAR
Canopy N content and chlorophyll
light-absorbance
Photosynthetic efﬁciency
Above-ground height, biomass and structure

Conﬁrm model estimates of a and Gs
Model Initialization, Model validation of NPPA and LUE

3.5. Quantum efﬁciency
Hyperspectral remote sensing has signiﬁcantly improved
prediction of seasonal variation in a by monitoring changes in
xanthophyll pigments that cycle from one form to another to
prevent oxidative damage to the light-absorbing electron transfer
process (Demmig-Adams and Adams, 2000). Gamon et al. (1990,
1992) demonstrated a shift in the absorption of different
xanthophyll pigments at 531 nm compared to that at 570 nm,
when plants were under stress, which led to the formulation of a
photochemical reﬂectance index (PRI). Since then, a number of
studies have conﬁrmed a logarithmic relationship between a and
PRI at the leaf level, with more recent work demonstrating that this
signal is detectable at multi-canopy scales under a fairly wide
range of view angles and illumination (Barton and North, 2001;
Hilker et al., 2007; Hall et al., 2008). Research is underway to
extend the application of PRI with lower spectral and spatial
resolution MODIS satellite data (Drolet et al., 2008).
3.6. Biomass and above-ground growth
Although it is possible to group forests into broad age classes
using passive optical sensors (Cohen and Spies, 1992), active
sensors that send a pulsed signal and measure its return are
required to obtain reasonable estimates of standing biomass
(Lefsky et al., 2002). LiDAR and RADAR are both active sensors. In
the case of LIDAR, near-infrared radiation is emitted at high pulse
frequencies and the time elapsed recorded for a return signal
(Goodwin et al., 2006; Wulder et al., 2008). Depending on the
nature of the surface, a different portion and speed of the returned
signal is recorded. Discrete return LiDAR systems have the capacity
to record a limited number of signals, while full waveform systems
have the capacity to record all reﬂected signals.
LiDAR surveys have proved a valuable tool to meet a range forest
inventory needs (Nelson et al., 2003, 2008). Næsset and Økland
(2002), using small foot print systems, report height measurements
of maximum and mean canopy height with less than 0.5 m error
Stand volumes (Nilsson, 1996), biomass (Popescu et al., 2003, 2004;
Hyde et al., 2007), and crown closure (Holmgren et al., 2003), are also
well characterized with a range of LiDAR data (Means et al., 1999;
Lim et al., 2003; Thomas et al., 2006).
Repeat LiDAR coverage should provide a means of documenting
change in canopy height and biomass increment over time (Næsset
and Nelson, 2007), assuming that the comparison is made at
intervals sufﬁcient to exceed errors in measurement (Wulder et al.,
2008). Given the relatively new advances in the technology, repeat
coverage with LIDAR is as yet rarely available.
Treuhaft et al. (2004) suggested combining microwave radar
interferometry with LiDAR and other optical sensors to improve
estimates of standing biomass across large areas. Recent studies in
the tropics that combine radar backscatter measurements with
interferometry look promising in estimating above-ground biomass
between 5 and 350 Mg ha1 (Neeff et al., 2005; Hajinsek et al., 2009).
Again, to achieve estimates of growth increment, rather than

Short-wave reﬂectivity and hyperspectral
visible wavelengths
Hyperspectral visible to calculate PRI
LIDAR and interferometric RADAR

standing biomass, two datasets covering a suitable time period will
be required with comparable methods and sensors.
The main contributions of LiDAR and RADAR to models such as
3-PGS are to initialize and to validate. To initialize the model, tree
height is of key interest because of its link to gs.max and hence to Gc.
If there has been a disturbance, suggested by a shift in the ratio of
greenness to LST, tree height might be expected to be reduced. If
soil fertility has been mapped incorrectly, or recently changed, this
will alter the partitioning of NPP by the model, as would a drought.
Thus the accuracy to which 3-PGS or any other process-based
model predicts height growth and NPPA can only be assessed
locally and regionally through the kinds of data acquired with
LiDAR and RADAR sensors.
We end this section by listing in Table 1 remote-sensing
variables that drive, parameterize or conﬁrm estimates derived
from process-based ecosystem models such as 3-PGS.
4. Discussion
Not all of the designated remotely sensed variables presented in
Table 1 require measurement often or widely. In our view,
measurement of mean canopy height (H  SD) and maximum
photosynthetic capacity (amax) deserve special emphasis. Maximum
tree height is a direct measure of a site’s productivity. Maximum
photosynthetic capacity is a reﬂection of soil nutrient availability
(FR). From a survey of published papers, Novick et al. (2009) showed
that maximum canopy conductance (Gc.max) decreased exponentially
as canopy height increased from 5 to 35 m. Gc.max is probably more
closely related to relative height than to absolute height because the
total resistance to water ﬂow through tree stems is similar once
height growth ceases on poor or good sites (Ambrose et al., 2000;
Hubbard et al., 2001). If this is so, monitoring relative changes in
mean canopy height over a period of years may be sufﬁcient to
estimate Gc.max. This would be convenient because in areas where
vegetation cover is dense, it is difﬁcult to determine height accurately
with either interferometric RADAR or LiDAR (Treuhalf et al., in press).
Maximum canopy photosynthetic capacity is directly correlated with chlorophyll concentration in the leaves that absorb most
of the PAR (Waring et al., 1995). Zhang et al. (2009) report a linear
relation between the amount of light absorbed by chlorophyll in a
Populus tremuloides stand and GPP measured at an eddy-ﬂux tower
site in Canada (r2 = 0.7). Because fPARchlorophyll can be derived from
measurements acquired globally with NASA’s Moderate Resolution
Spectrometer (MODIS), it may provide an acceptable alternative to
mapping variation in soil fertility with ground-based ﬁeld surveys.
A growing network of eddy-ﬂux sites continues to offer places
to compare modeled estimates of GPP, transpiration, evaporation,
and above-ground growth with those derived with high resolution
(spatial and spectral) remote-sensing instruments (Baldocchi,
2008). The quality of meteorological data at eddy-ﬂux sites is
excellent, and investigators at many sites are making an effort to
quantify NPPB as well as NPPA (Luyssaert et al., in press). In addition,
light penetration through the canopy is usually measured
periodically throughout the year. Although eddy-ﬂux sites were
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selected to represent large areas of relatively uniform vegetation,
disturbances will occur which will make it more difﬁcult to
interpret ﬂuxes measured at a central tower. Remote sensing
combined with modeling can help partition the landscape into
similar functional units.
To predict future responses of vegetation under a changing
climate with higher atmospheric CO2 levels is a challenge because
there are likely to be interactions between increases in CO2,
nutrient and water availability (Ceulemans et al., 1999; Beerling
et al., 2002). On the other hand, if nutrients are provided, NPPA may
increase rapidly, but cause trees to be more susceptible to drought
as a result of an imbalance between leaf and root production
(Linder et al., 1987; Nilson, 1995).
Extensive plantations of genetically uniform trees in the tropics
and subtropics offer ideal places to test for interactions among
limiting factors as the harvest rotations are short and the growth
potential highly variable (Mummery and Battaglia, 2001; SánchezRodriguez et al., 2002; Stape et al., 2004b; Rodriguez et al., in
press). Where experiments are established, they should be laid out
in blocks of sufﬁcient size and number to enable remotely sensed
estimates of forest structure and physiology to be obtained over
extended periods.
5. Summary
Local and regional variation in soil properties make it difﬁcult to
predict growth and water use by vegetation, even where climatic
conditions are similar. Although seasonal variations in L and fPAR
are important variables to measure, they are insufﬁcient as a basis
for such predictions. We propose that landscapes be stratiﬁed into
more functional units with the additional measurement of canopy
height, and therefore by inference amax, and Gmax. We review
advances in remote-sensing technology, which if employed, offer
promise of increasing accuracy in modeling and measuring NPPA.
Although LiDAR and RADAR sensors may be able to track annual
changes in biomass over large areas in the future, that capacity is
not yet available. Even when available, we see advantages in using
process-based models, such as 3-PGS, in concert with remotely
sensed measurements of biomass to provide explanation for
seasonal and interannual variation in growth and water use.
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Alton, P.B., North, P.R., Los, S.O., 2007. The impact of diffuse sunlight on canopy
light-use efﬁciency, gross photosynthetic product and net ecosystem exchange
in three forest biomes. Global Change Biology 13, 776–797.
Ambrose, A.R., Sillett, S.C., Dawson, T.E., 2009. Effects of tree height on branch
hydraulics, leaf structure and gas exchange in California redwoods. Plant, Cell &
Environment 32., 743–757.
Baldocchi, D., 2008. ‘Breathing’ of the terrestrial biosphere: lessons learned from a
global network of carbon dioxide ﬂux measurement systems. Turner Review
No. 15. Australian Journal of Botany 56, 1–26.
Barton, C.V.M., North, P.R.J., 2001. Remote sensing of canopy light use efﬁciency
using the photochemical reﬂectance index: model and sensitivity analysis.
Remote Sensing of Environment 78, 264–273.
Battaglia, M., Sands, P., 1997. Modelling site productivity of Eucalyptus globulus in
response to climatic and site factors. Australian Journal of Plant Physiology 24,
831–850.
Beerling, D.J., Terry, A.C., Hopwood, C., Osborne, C.P., 2002. Feeling the cold:
atmospheric CO2 enrichment and the frost sensitivity of terrestrial plant
foliage. Palaeogeography, Palaeoclimatology, Palaeoecology 182, 3–13.
Blackburn, G.A., 1999. Relationships between spectral reﬂectance and pigment
concentrations in stacks of deciduous broadleaves. Remote Sensing of Environment 70, 224–237.
Borak, J.S., Lambin, E.F., Strahler, A.H., 2000. The use of temporal metrics for land
cover change detection at coarse spatial scales. International Journal of Remote
Sensing 21, 1415–1432.
Brodribb, T.J., Feild, T.S., 2000. Stem hydraulic supply is linked to leaf photosynthetic
capacity: evidence from New Caledonian and Tasmanian rainforests. Plant, Cell
and Environment 23, 1381–1388.
Carter, G.A., Knapp, A.K., 2001. Leaf optical properties in higher plants: linking
spectral characteristics to stress and chlorophyll concentration. American
Journal of Botany 88, 677–684.
Ceulemans, R., Janssens, I.A., Jach, M.E., 1999. Effects of CO2 enrichment on trees and
forests: lessons to be learned in view of future ecosystem studies. Annals of
Botany 84, 577–590.
Chen, J.M., Cihlar, J., 1996. Retrieving leaf area index of boreal conifer forests using
Landsat TM images. Remote Sensing of Environment 55, 153–162.
Chen, X., Hutley, L.B., Eamus, D., 2003. Carbon balance of a tropical savanna of
northern Australia. Oecologia 137, 405–416.
Cheng, L., Fuchigami, L.H., Breen, P.J., 2003. The relationship between photosystem
II efﬁciency and quantum yield for CO2 is not affected by nitrogen content in
apple leaves. Journal of Experimental Botany 52, 1865–1872.
Ciais, Ph., Reichstein, M., Viovy, N., Granier, A., Ogee, J., Allard, V., Aubinet, M.,
Buchmann, N., Bernhofer, Chr., Carrara, A., Chevallier, F., De Noblet, N., Friend,
A.D., Friedlingstein, P., Grunwald, T., Heinesch, B., et al., 2005. Europe-wide
reduction in primary productivity caused by the heat and drought in 2003.
Nature 437, 529–533.
Cohen, W.B., Spies, T.A., 1992. Estimating structural attributes of Douglas-ﬁr/
western hemlock forest stands from Landsat and SPOT imagery. Remote Sensing of Environment 41, 1–17.
Coops, N.C., Waring, R.H., Landsberg, J.J., 1998. Assessing forest productivity in
Australia and New Zealand using a physiologically-based model driven with
averaged monthly weather data and satellite-derived estimates of canopy
photosynthetic capacity. Forest Ecology and Management 104, 113–127.
Coops, N.C., 1999. Linking multi-resolution satellite-derived estimates of canopy
photosynthetic capacity and meteorological data to assess forest productivity in
a Pinus radiata (D. Don) stand. Photogrammetric Engineering and Remote
Sensing 65, 1149–1156.
Coops, N.C., Waring, R.H., 2001a. The use of multi-scale remote sensing imagery to
derive regional estimates of forest growth capacity using 3-PGS. Remote Sensing of Environment 75, 324–334.
Coops, N.C., Waring, R.H., 2001b. Estimating maximum potential site productivity
and site water Stress of the Eastern Siskiyous using 3-PGS. Canadian Journal of
Forest Research 31, 143–154.
Coops, N.C., White, J.D., 2003. Modeling forest productivity using data acquired
through remote sensing. In: Wulder, M., Franklin, S.E. (Eds.), Methods and
Applications for Remote Sensing of Forests: Concepts and Case Studies. Kluwer
Academic Publishers.
Coops, N.C., Stone, C., Culvenor, D.S., Chisholm, L., 2004. Damage and discoloration
in eucalypt leaves and crowns as predicted by red -green and red - edge indices.
Journal of Environmental Quality 33, 956–964.
Coops, N.C., Waring, R.H., Moncrieff, J., 2000. Estimating mean monthly incident
solar radiation on horizontal and inclined slopes from mean monthly temperatures extremes. Journal of Biometeorology 44, 204–211.
Coops, N.C., Waring, R.H., Landsberg, J.J., 2001. Estimation of potential forest
productivity across the Oregon transect using satellite data and monthly
weather records. International journal of Remote Sensing 22, 3797–3812.
Curran, P., Dungan, J.L., Gholz, H.L., 1990. Exploring the relationship between
reﬂectance red edge and chlorophyll content in slash pine. Tree Physiology
7, 33–48.
Demmig-Adams, B., Adams, W.W., 2000. Photosynthesis—harvesting sunlight
safely. Nature 403, 371–374.
Drolet, G.G., Middleton, E.M., Huemmrich, K.F., Hall, F.G., Amiro, B.D., Barr, A.G.,
Black, T.A., McCaughey, J.H., Margolis, H.A., 2008. Regional mapping of gross

Author's personal copy
1728

R.H. Waring et al. / Forest Ecology and Management 259 (2010) 1722–1729

light-use efﬁciency using MODIS spectral indices. Remote Sensing of Environment 112, 3064–3078.
Dye, D., Shibasaki, R., 1995. Intercomparison of global PAR data sets. Geophysical
Research Letters 22, 2013–2016.
Eck, T.F., Dye, D.G., 1999. Satellite estimation of incident photosynthetically active
radiation using ultraviolet reﬂectance. Remote Sensing of Environment 38,
135–146.
Fassnacht, K.S., Gower, S.T., MacKenzie, M.D., Nordheim, E.V., Lillesand, T.M.,
1997. Estimating the leaf area index of North Central Wisconsin forests
using the landsat thematic mapper. Remote Sensing of Environment 61,
229–245.
Gamon, J.A., Field, C.B., Bilger, W., Björkman, O., Fredeen, A.L., Peñuelas, J., 1990.
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