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ABSTRACT
This paper provides the first steps toward a region-
al-scale analysis of carbon (C) budgets. We explore
the ability of the ecosystem model BIOME-BGC to
estimate the daily and annual C dynamics of four
European coniferous forests and shifts in these dy-
namics in response to changing environmental con-
ditions. We estimate uncertainties in the model re-
sults that arise from incomplete knowledge of site
management history (for example, successional
stage of forest). These uncertainties are especially
relevant in regional-scale simulations, because this
type of information is difficult to obtain. Although
the model predicted daily C and water fluxes rea-
sonably well at all sites, it seemed to have a better
predictive capacity for the photosynthesis-related
processes than for respiration. Leaf area index (LAI)
was modeled accurately at two sites but overesti-
mated at two others (as a result of poor long-term
climate drivers and uncertainties in model param-
eterization). The overestimation of LAI (and conse-
quently gross photosynthetic production (GPP)), in

combination with reasonable estimates of the daily
net ecosystem productivity (NEP) of those forests,
also illustrates the problem with modeled respira-
tion. The model results suggest that all four Euro-
pean forests have been net sinks of C at the rate of
100–300 gC/m2/y and that this C sequestration ca-
pacity would be 30%–70% lower without increas-
ing nitrogen (N) deposition and carbon dioxide
(CO2) concentrations. The magnitude of the forest
responses was dependent not only on the rate of
changes in environmental factors, but also on site-
specific conditions such as climate and soil depth.
We estimated that the modeled C exchange at the
study sites was reduced by 50%–100% when model
simulations were performed for climax forests
rather than regrowing forests. The estimates of wa-
ter fluxes were less sensitive to different initializa-
tions of state variables or environmental change
scenarios than C fluxes.
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INTRODUCTION

It is important that we gain more knowledge of the
carbon (C) dynamics of terrestrial ecosystems, given
that terrestrial ecosystems together with marine en-
vironments limit atmospheric carbon dioxide (CO2)
concentrations and consequently the extent of at-
mospheric and climate change. Data on atmo-
spheric CO2 and oxygen (O2) confirm that the ter-
restrial biosphere was largely neutral with respect
to net C exchange during the 1980s but became a
net C sink in the 1990s (Schimel and others 2001).
A number of scientists have expressed concern
about the high uncertainty concerning the residual
terrestrial C sink in the 1990’s (2–4 Gt C per year).
Uncertainties, they say, arise from the magnitude of
regional responses of terrestrial ecosystems to spa-
tially heterogeneous nitrogen (N) deposition, cli-
mate anomalies, and land-use change.

Future projections will rely on our understanding
of the mechanisms controlling the terrestrial C sink.
Although the spatial distribution of C sinks and
sources of terrestrial vegetation remains an impor-
tant area of scientific investigations, it also has pol-
icy relevance in conjunction with the Kyoto Proto-
col (UNFCCC 1997). According to this protocol,
more than 100 signatory countries are required to
have in place by 2008 a national system for the
estimation of anthropogenic emissions from all
sources and removals by all sinks of the greenhouse
gases not controlled by the Montreal Protocol. This
system has to provide estimates of each nation’s C
stocks in 1990 and enable an estimation of C stock
changes in subsequent years.

The established methods for measuring the vari-
ous components of the terrestrial C budget over
large areas include global atmospheric CO2 sam-
pling networks (inverse modeling, global scale)
(Francey and others 1995; Fan and others 1998),
forest inventories (national scale) (Kauppi and oth-
ers 1992; Turner and others 1995; Rodriguez-
Murillo 1997), eddy covariance methods (ecosys-
tem scale) (Baldocchi and others 1996; Aubinet and
others 2000), and satellite observations (from eco-
system to global scale) (Running and others 1994;
Justice and others 1998). Each of these methods
allows some insight into certain components of the
terrestrial C budget, but none of them provides
complete information about the C budget. Thus, the
best solution is to use these methods in a comple-
mentary way. Although integration is possible
(Running and others 1999), it is not a straightfor-
ward process because each of these methods esti-
mates different components of the C budget (net
ecosystem productivity [NEP], net primary produc-

tivity [NPP], biomass) at different spatial and tem-
poral scales.

A simulation model, which is able to estimate the
relevant C budget components separately at differ-
ent spatial and temporal scales and includes anthro-
pogenic influences, can serve as an integrative tool.
Simulation models corroborated with actual mea-
surements of C fluxes can be used to interpolate
and extrapolate C flux measurements in time and
space. Models can also help to investigate the C
sequestration potential of various vegetation types,
especially forests at different stages of their growth
cycles.

In recent years, numerous models have been de-
veloped to estimate various aspects of the C budget
and forest growth. A traditional method for esti-
mating forest growth and yield is based on statistical
relationships among stand age, density, and site
index. Although this method works well for natural
stands and individual trees, where historical data
can be used to predict future growth, it is not very
useful under changing environmental conditions.

New generation (process-based) forest growth mod-
els (Sonntag 1998) are more sensitive to environ-
mental conditions, but they are based on the same
basic method and inherently rely on forest inven-
tories for initialization. Forest inventories are not
taken every year. Their frequency differs from
country to country (5–10 per year). Therefore, they
have dubious reliability. Inventory-based models
alone cannot provide accurate estimates of the cur-
rent C budget. Most models of this type are highly
specialized because they were developed for certain
applications (forest management, forest succession
study, and so on) or certain forest sites. Thus, they
may include a detailed description of the forest
ecosystem processes relevant to the specific appli-
cation but descriptions of other processes are sche-
matic or nonexistent.

There are also more general forest models that
can be applied to different forest types; these mod-
els also represent various ecosystem processes at
comparable levels of complexity. For instance, gap
forest modeling is based on the dynamics (distur-
bance, recruitment, and mortality processes) of in-
dividual trees or small patches of land, where each
can have a different age and succession stage (Bug-
mann 2001). Given that traditional gap models fol-
low the fate of individual trees and the formulations
of establishment and mortality are stochastic, these
models are of limited use at a regional scale because
of the increasing complexity of simulations (Bug-
mann and others 1996). Gap models also do not
always adequately simulate biogeochemical re-
sponses to changing industrial atmospheric condi-
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tions (for example, elevated CO2 concentrations)
(Reynolds and others 2001).

Biogeochemical models estimate C fluxes using sea-
sonal dynamics of ecosystem C and N balances. An
advantage of the biogeochemical modeling ap-
proach is that it not only allows spatially explicit
estimates of the C budget over large heterogeneous
areas, but it also quantifies the causes of possible
changes in C stocks by changes occurring at the
ecosystem level. Models of this type, in conjunction
with remote sensing data, can be used to monitor
the forest C budget in a spatially explicit way.
Model simulations with various scenarios provide
valuable predictions that can be used to determine
the most effective management strategies to in-
crease C sequestration at a given site. Although
long-term measurements of C fluxes (Goulden and
others 1996a; Aubinet and others 2000) are under
way and can describe the interannual variability of
the C flux (Goulden and others 1996b), they cannot
project the future C dynamics of a site. General
representation of plant physiology is essential for
successful regional- to global-scale applications of
the model because species-specific information is
usually lacking at regional and global scales.

In this paper, we explore the ability of a mecha-
nistic ecosystem model, BIOME-BGC (Running and
Hunt 1993; Hunt and others 1996; Thornton 1998),
to estimate the C dynamics of coniferous forest
stands growing in different climates. This paper pro-
vides the first steps toward a regional-scale analysis
of the C budget. We start with an evaluation of the
uncertainty in the model estimates associated with
different initializations of vegetation successional
stages (C and N state variables). We then analyze
the effect of changes in environmental conditions
(atmospheric CO2 concentrations and N deposition)
on the simulated C dynamics of forests and discuss
the uncertainty arising from imprecise information
about input variables. Finally, we corroborate mod-
eled daily ecosystem productivity and actual evapo-
transpiration across the sites using eddy covariance
measurements of net CO2 and water fluxes.

METHODS AND DATA

Model
Model Description. In this study, the biogeo-

chemical model BIOME-BGC was applied to four
coniferous forest stands that are part of the EU-
ROFLUX network (Aubinet and others 2000; Val-
entini and others 2000). BIOME-BGC is a mecha-
nistic model that simulates C, N, and water fluxes of
terrestrial ecosystems. Much of the fundamental
logic for BIOME-BGC springs from the FOREST-

BGC family of models (Running and Coughlan
1988; Running and Gower 1991; Running 1994).
The BIOME-BGC model is an extended version for
use with different vegetation types, which may be
identified and partially characterized by remote
sensing methods. The basic structure of the model
incorporates the long-term experience of estab-
lished forest ecosystem scientists (Waring and Run-
ning 1998) and at the same time has been modified
for spatial simulations—that is, it is prepared for use
in a landscape or regional context. With respect to
forest ecosystem simulations, the model has been
corroborated for a number of hydrological and C
cycle components (Nemani and Running 1989;
Korol and others 1991; Band and others 1993; Run-
ning 1994; Cienciala and others 1998; Thornton
and others 2002). It is difficult, however, to corrob-
orate every aspect of an ecosystem model because
not all relevant ecosystem components can be mea-
sured in the field.

The model structure is based on some key sim-
plifying assumptions that have proven to be partic-
ularly valuable in extending ecosystem analyses to
regional levels. Trees are not defined individually,
as in a typical forest stand growth model. Only the
cycling of C, water, and N are expressed in mass
units. Species are also not identified explicitly, al-
though species-specific physiological characteriza-
tion can be represented. Geometric complexities of
different tree canopies are reduced to a simple
quantification of the sum of all leaf layers as leaf
area index (LAI). All biogeochemical processes are
simulated within the vertical extent of a vegetation
canopy and its rooting system. For computational
convenience and to keep the model parameters and
outputs dimensionally consistent with observa-
tions, an arbitrary unit of horizontally projected
area is defined, over which all fluxes and storage
are quantified. Complete horizontal homogeneity is
assumed within that unit area. This horizontal area
and the vertical extent of the canopy and its rooting
system define the maximum physical boundaries of
the simulation system. This includes all living and
dead plant materials, leaf or shoot boundary layer,
the litter and soil surfaces, all mineral and organic
matters making up the soil and litter down to a
depth at which root penetration is negligible, all
water held in the soil down to that same depth, and
any snow cover.

The temporal framework of the BIOME-BGC
model (version 4.1.1) (Thornton and others 2002)
consists of a dual discrete time step approach, which
is slightly different from the implementation in pre-
vious versions of the BGC logic (Running and Hunt
1993; Hunt and others 1996). In the latest version
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of BIOME-BGC, most simulated ecosystem activity
occurs at a daily time step, driven by daily values for
maximum and minimum temperatures, precipita-
tion, solar radiation, and air humidity. Examples of
processes assessed daily are soil water balance, pho-
tosynthesis, allocation (which was assessed annu-
ally in the previous version), litterfall, and C and N
dynamics in the litter and soil. Phenological timing
of the budburst is determined once a year using
long-term thermal sums and soil moisture status for
deciduous forests and grasslands (White and others
1997). For evergreen vegetation, current climatic
conditions determine the beginning and end of the
growing season.

Finally, the model is designed to require only
standard meteorological data—namely, daily maxi-
mum–minimum temperature, precipitation, solar
radiation, vapor pressure deficit, and daylength—so
that the model may be applied beyond those sites
with sophisticated instrumentation.

In this study, we used BIOME-BGC to simulate
daily net ecosystem productivity (NEP), daily actual
evapotranspiration (AET), and projected leaf area
index (LAI). NEP was computed as the difference
between gross photosynthesis and respiration (au-
totrophic and heterotrophic). Gross photosynthesis
(gross photosynthetic production) was calculated
based on absorbed photosynthetically active radia-
tion, atmospheric CO2 concentration, air tempera-
ture, vapor pressure deficit, precipitation, atmo-
spheric N deposition, LAI, and available N content
in soil.

Autotrophic respiration was the sum of mainte-
nance and growth respiration of the different parts
of the plant (canopy, stem, roots). Maintenance
respiration of each plant compartment was com-
puted as a function of the compartment’s N content
and temperature. Growth respiration was calcu-
lated on the basis of construction costs by plant
compartment. Different construction costs were ap-
plied to woody and nonwoody plant tissues. Het-
erotrophic respiration included decomposition of
both litter and soil and was related to their chemical
composition (cellulose, lignin, and humus), to their
C:N ratios, to soil mineral N availability, and to soil
moisture and temperature. Thus, BIOME-BGC was
able to simulate the effects of a number of abiotic
(temperature, vapor pressure deficit, soil water, so-
lar radiation, atmospheric CO2 concentration, and
atmospheric N deposition) and biotic (LAI, soil C
and N contents) controls on net C flux.

AET was estimated as the daily sum of plant
transpiration and evaporation from soil and can-
opy. The Penmon-Monteith equation (Monteith
1973) was used to calculate both the evaporation

and transpiration rates. These computations were
based on absorbed photosynthetically active radia-
tion, daily average surface temperature (soil or can-
opy), and surface (soil or canopy) resistances to the
transport of sensible heat and water vapor, respec-
tively. In the transpiration function, canopy resis-
tance to sensible heat was dependent on canopy
boundary layer conductance. Canopy resistance to
water vapor was calculated as the inverse of stoma-
tal conductance. In the soil evaporation function,
constant soil resistance to water vapor and latent
heat were used to calculate potential evaporation,
which was consequently modified by a function of
time since rain or snowmelt event. Canopy evapo-
ration was dependent on interception and the po-
tential evaporation rates.

Model Parameterizations. The BIOME-BGC model
was initialized for four coniferous EUROFLUX sites
with a single set of ecophysiological parameters (Ta-
ble 1) and with four site-specific sets of parameters,
including geographic coordinates, elevation above
sea level, atmospheric N deposition, and soil texture
and depth (Table 2). This parameterization reflects
two important model assumptions: (a) that ever-
green coniferous forest stands have the same phys-
iology, and (b) that the difference in forest func-
tioning stems from site-specific environmental
conditions and forest age. With a view to the future
regional applications of the model, it was important
to test those assumptions. In this study, the simu-
lated coniferous forest stands differed by climate,
elevation, age, soil depth, and soil texture, as well as
by amount of atmospheric N deposition.

Model Simulations. C and N state variables of the
BIOME-BGC model represent the amounts of C or
N stored in simulated plant and soil pools. Unless
variables for the initialization of the model’s state
variables are available from measurements, model
simulations are required for their initialization
(spin-up run). In the spin-up run, the model is run
to a steady state to obtain the size of the ecosystem’s
C and N pools under the assumption that the eco-
system is in equilibrium with the long-term climate.

However, most of the world’s ecosystems are far
from the equilibrium. Harvesting, grazing, replant-
ing, as well as other natural and anthropogenic
disturbances affect the ecosystems and conse-
quently the sizes of their C and N pools. On one
hand, ignoring management impacts in the model
usually leads to overestimation of state variables.
On the other, it is rare that all state variables are
measured in the field simultaneously, and land-use
or management history becomes harder to obtain as
we move from site to regional model simulations.
Therefore, we have to learn how to simulate dis-
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turbed ecosystems as well as how to estimate the
errors that we make by simulating mature ecosys-
tems instead of disturbed ones if land-use history is
not available.

Because we considered only managed forest eco-
systems, we simulated disturbed forest ecosystems
and then compared the results with simulations of
mature ecosystems to estimate the error caused by
simulating mature ecosystems instead of disturbed
ones. To initialize the model state variables repre-
senting disturbed ecosystems, we used a combina-

tion of results from steady-state runs as well as our
knowledge of each site’s history—in this case, the
year of forest planting. First, the model was run to
a steady-state condition (spin-up run) for each for-
est site. Given that we were interested in the sim-
ulations of a forest stand of a certain age, the tree C
and N pools were consequently reinitialized with
the minimum initial values possible to represent a
young stand. Then, the model was run for the
number of years equal to the age of the specific
stand (stand growth run). To check the sensitivity

Table 1. Ecophysiological Parameterization for Evergreen Needleaf Forest

Parameter Unit Description

0.3 DIM Transfer growth period as fraction of growing season
0.3 DIM Litterfall as fraction of growing season
0.26 1/yr Annual leaf and fine-root turnover fraction
0.7 1/y Annual live wood turnover fraction
0.005 1/y Annual whole-plant mortality fraction
0.005 1/y Annual fire mortality fraction
1.4 DIM (ALLOCATION) ratio of new fine-root C to new leaf C
2.2 DIM (ALLOCATION) ratio of new stern C to new leaf C
0.071 DIM (ALLOCATION) ratio of new live wood C to new total wood
0.29 DIM (ALLOCATION) ratio of new coarse root C to new stem C
0.5 DIM (ALLOCATION) ratio of current growth to storage growth

42 kgC/kgN C:N of leaves
93 kgC/kgN C:N of leaf litter, after retranslocation
58 kgC/kgN C:N of fine roots
50 kgC/kgN C:N of live wood

730 kgC/kgN C:N of dead wood
0.31 DIM Leaf litter labile proportion
0.45 DIM Leaf litter cellulose proportion
0.24 DIM Leaf litter lignin proportion
0.34 DIM Fine-root labile proportion
0.44 DIM Fine-root cellulose proportion
0.22 DIM Fine-root lignin proportion
0.71 DIM Dead wood cellulose proportion
0.29 DIM Dead wood lignin proportion
0.00025 1/LAI/day Canopy water interception coefficient
0.51 DIM Canopy light extinction coefficient
2.6 DIM All-sided to projected leaf area ratio
8.2 m2/kgC Canopy average specific leaf area (projected area basis)
2 DIM Ratio of shaded SLA to sunlit SLA
0.07 DIM Fraction of leaf nitrogen in Rubisco
0.006 m/s Maximum stomatal conductance (projected area basis)
0.00006 m/s Cuticular conductance (projected area basis)
0.09 m/s Boundary layer conductance (projected area basis)

–0.63 MPa Leaf water potential: start of conductance reduction
–2.3 MPa Leaf water potential: complete conductance reduction

610 Pa Vapor pressure deficit: start of conductance reduction
3100 Pa Vapor pressure deficit: complete conductance reduction

DIM, dimensionless; SLA, specific leaf area
The BIOME-BGC model was initialized for four coniferous EUROFLUX sites with a single set of ecophysiological parameters. This parameterization reflects the model
assumption that coniferous forest stands have similar physiology.
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of the model outputs to the initial values of the C
and N pools, the model simulations were also per-
formed for the same number of years with all C and
N pools initialized from the steady-state condition
(mature stand run). Then the differences between
the two outputs were analyzed.

The spin-up run was performed with preindus-
trial parameterization of atmospheric CO2 concen-
tration and atmospheric N deposition (Table 3). The
spin-up run required long-term climatic variables,
which would represent long-term interannual cli-
mate variability of the sites necessary to generate
plausible values for C and N pools. The daily climate
data used for the spin-up run were from 40 to 50
years long on average (Figure 1). Meteorological
data were available for the Tharandt site for
1952–98 and for the Hyytiala site for 1959–98.
Site-specific, long-term meteorological data were
unattainable for Brasschaat and Loobos. The long-
term climatologies for these two sites were gener-
ated from monthly values obtained from the data-
base of the Climate Research Unit at the University
of East Anglia in England (New and others 1999,
2000). The monthly time series for the years
1941–90 were selected for the 0.5° � 0.5° pixel.
including both tower sites and then desegregated to
daily values with the C2W weather generator

(Bürger 1997). Then the daily data were adjusted
for the site conditions (for example, elevation, pre-
cipitation pattern) using MTCLIM (Running and
others 1987; Kimball and others 1997; Thornton
and Running 1999; Thornton and others 2000).

Environmental Change Scenarios. To estimate the
effects of anthropogenic forcing on the C sequestra-
tion capacity of coniferous forest stands, the stand
growth and mature ecosystem run were executed
with two scenarios: preindustrial and industrial (Ta-
ble 3).

The preindustrial scenario aimed to reproduce
potential forest development and functioning with
preindustrial levels of atmospheric CO2 concentra-
tions and N deposition. In this scenario, atmo-
spheric CO2 concentrations were set to 290 ppm,
approximating the levels at the end of the 19th
century (from Gates 1993). Atmospheric annual N
deposition was initialized at 2 kg/ha, the highest
preindustrial estimate reported in Holland and oth-
ers (1999).

The effects of ongoing environmental changes on
coniferous forests in Europe were reflected in the
industrial scenario. Stand growth was simulated
with continuously increasing atmospheric CO2 con-
centrations (Figure 2a) and N deposition (Figure
2b) in the 20th century. The CO2 concentration in

Table 2. Site-specific Parameterization of the BIOME-BGC Model

Site Lat Long
Elevation
(m)

Soil Texture (%)

Soil
Depth (m)

Stand
Age in
1997 (y)

Average N
Deposition in
the 1990s
(kg/ha)Sand Silt Clay

Tharandt 50°58� 13°38� 380 20.7 41.4 37.9 1.5 96 40
Loobos 52°10� 05°44� 25 96 2.1 1.9 0.5 80 40
Brasschaat 51°18� 04°31� 16 93 5 2 1.8–2.3 70 40
Hyytiala 61°51� 24°17� 181 52 14 7 0.4 35 3

The BIOME-BGC model was initialized for four coniferous EUROFLUX sites with four site-specific sets of parameters, including geographic coordinates, elevation above sea
level, atmospheric N deposition, and soil texture and depth.

Table 3. Protocol of the BIOME-BGC Model Run

Scenario

After 1860

Before 1860
Steady-State
Initialization

Young Stand
Initialization

Preindustrial Mature stand run Stand growth run Spin-up run
Industrial Mature stand run Stand growth run —

First, the spin-up runs for preindustrial conditions for each site were performed. Then the model was initialized for a young stand and run for the number of years equal to
the stand age with both preindustrial and industrial scenarios. Finally, the model was initialized with steady-state conditions and run for the same number of years with both
scenarios.
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the atmosphere has increased from the preindus-
trial value of 290 ppm at the end of the 19th cen-
tury to the average value of 360 ppm measured in
1997. Atmospheric N deposition was assumed to be
at a preindustrial level of 2 kg/ha before 1959 and
has increased continuously since that time. N dep-
osition increase rates were from the EMAP model
(Jonson and others 1998) for Tharandt, Brasschaat,
and Loobos; they were averaged from Kulmala
(1998) for the Hyytiala site. A sensitivity test of the
initialization of the state variables was performed
for both the preindustrial and the industrial scenar-
ios.

Other environmental factors that might influence
the C dynamics of the studied forests are elevated
ozone levels in the atmosphere and N saturation in
the soils, both of which may lead to forest decline

(Schulze 1989; Larcher 1995). The damage mani-
fests as needle yellowing and loss, with subsequent
tree and stand mortality (Schulze and Lange 1990).
Given that no such damage was observed at the
studied sites, these factors were excluded from the
scope of the paper. However, it does not mean that
they should be ignored in future research, since
tropospheric levels of ozone (Lelieveld and Den-
tener 2000) and atmospheric wet and dry N depo-
sition may well continue to increase in the future.

Model Corroboration

There is no single measurement technique that can
provide information on all of the major C budget
components (C uptake, plant respiration, soil mi-
crobial respiration). This is a problem that compli-
cates model corroboration. Therefore, we focused
on three variables projected LAI, NEP, and AET,
integrating C and water cycles at the ecosystem
level, because measurements were available for
these factors simultaneously at all four sites. Pro-
jected LAI is a measure of canopy density and size
and is defined as the projected area of leaves over a
unit of land. It can serve as a possible measure of
carbon accumulation. NEP integrates ecosystem
processes occurring at different time scales. “Slow”
processes include allocation, soil decomposition,
and so on; the “fast” processes are photosynthesis

Figure 1. Mean annual temperature and precipitation
variabilities for Tharandt (solid line), Hyytiala (dotted line),
and Brasschaat and Loobos (dashed line) (differences be-
tween the latter two sites were too small to draw two
lines). Although the four sites have comparable mean
annual precipitation (824, 640, 750, and 772 mm, respec-
tively), their annual temperatures are quite different.
Loobos and Brasschaat have slightly higher mean annual
temperatures (10 and 10.3°C, respectively) than Tha-
randt (7.5°C). Hyytiala has a significantly lower mean
annual temperature than the other sites (3.4°C), with
relatively high interannual variability.

Figure 2. The environmental change (industrial) sce-
nario assumes increases in both (a) atmospheric CO2

concentrations (solid line) and (b) N deposition (solid black
line for Loobos, Brasschaat, and Tharandt; solid gray line
for Hyytiala). Dotted horizontal lines represent preindus-
trial conditions.
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and maintenance respiration. In terms of magni-
tude, NEP is the small difference between two large
fluxes (photosynthesis and respiration) and ap-
proaches zero for climax vegetation. The water bal-
ance integrates precipitation input, soil water stor-
age, and atmospheric evaporative demand, and
appears to be a dominant control of variation in
plant productivity. AET is the net flux of water from
the land surface back to atmosphere, integrating
evaporation from soil and plant surfaces with tran-
spiration of the plants, and can serve as an indicator
of water balance in the ecosystem. The water and C
cycles of the ecosystems are closely linked. In the
model, they are coupled through a control on sto-
matal conductance.

In this study, LAI, NEP, and AET were simulated
with preindustrial and industrial scenarios and with
different initializations of the C and N pools to
generate a range of possible values and to provide
estimates of uncertainty in model estimates. Then
these ranges were compared with observed data.

Long-term C Dynamics:LAI. LAI, which represents
the hypothetical number of leaf layers in a tree
canopy, is often used as a simplified measure of
canopy geometry. The ability to simulate an LAI
that is comparable to observations is an important
test of the model algorithm to integrate numerous
processes that occur at longer time scales and are
responsible for forest growth and canopy develop-
ment. Accurate simulations of changes in vegeta-
tion structure are the next step after simulations of
daily C and water balances with prescribed vegeta-
tion structure. In our case, only one observation of
LAI, taken around 1997, was available for each of
the four EUROFLUX sites (Vesala and others 1998;
Kowalski and others 1999; Aubinet and others
2000). For each site, we compared the maximum
LAI simulated with the different scenarios and av-
eraged over the last 5 years (1995–98) to the avail-
able data from actual observations. For accurate
corroboration of annual C dynamics, we would
need time series of observed LAI.

Daily C and Water Balance: NEP and AET. The
eddy covariance technique offers an exceptional
opportunity to assess C and water fluxes between
terrestrial ecosystems and the atmosphere at the
ecosystem level. The flux footprint (the area where
the fluxes come from) depends on (a) the height of
the tower (the sensor) relative to the zero plane
displacement of the vegetation, (b) the wind speed,
and (c) the atmospheric stability (Horst and Weil
1994). In general, the daytime flux footprint ex-
tends about 100 m for every meter measured above
the reference level and can cover an area located as
far as 100–1000 m away from the tower (Baldocchi

and others 1996). The flux footprint is smaller in
the daytime and larger at night. However, the eddy
covariance method is not free from errors. A num-
ber of errors of atmospheric, surface, and instru-
mental origin contribute to uncertainty in the flux
estimation (Moncrieff and others 1996). In addi-
tion, instrument failures associated with adverse
weather conditions result in data gaps. Various
methods exist for filling the data gaps, but they can
yield substantially different results (Falge and oth-
ers 2001). Systematic overestimation of NEP is also
possible using the eddy covariance technique, be-
cause nonturbulent phases occur more often during
the respiration-dominated periods. The latter hy-
pothesis is currently being tested at the Tharandt
site.

BIOME-BGC estimates of NEP and AET were cor-
roborated using eddy correlation measurements
from the four EUROFLUX sites. The observed half-
hourly values of NEP and AET were aggregated to
the daily values to match the temporal resolution of
the model estimates. For correlations between sim-
ulated and observed data, we used only data for
days without measurement gaps to avoid bias in-
troduced by gap-filling techniques.

RESULTS AND DISCUSSION

Variations in climates, site-specific variables (atmo-
spheric N deposition, site elevation, soil texture),
and forest ages resulted in the differences between
simulated LAI as well as net C and water fluxes
among the sites.

Effect of Model Initialization and
Environmental Changes on Simulated
Annual C Dynamics

Model simulations of LAI are an important test of
our understanding of how climate controls vegeta-
tion growth and critical canopy processes and to
show whether the simplified representation of tree
canopy development in the model is adequate. For
the industrial scenario, BIOME-BGC simulated LAI
accurately for Tharandt and Hyytiala but overesti-
mated it for Loobos and Brasschaat (Table 4). The
poor long-term climate data (representing a larger
area around the site [0.5° � 0.5°]), uncertainties in
site-specific parameterizations (for examples root-
ing depth), or allocation parameters could have
contributed to these overestimations. The LAI sim-
ulated with the industrial scenario was higher than
that simulated with the preindustrial scenario for all
sites because all ecosystems under normal condi-
tions are limited by C and N availability. The sim-
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ulated LAI was higher for the stand growth run
than for the mature stand run, which follows the
ecosystem theory that mature or climax ecosystems
have a lower LAI than growing ones. The Loobos
site was the only exception to this rule; LAI was the
same for both the mature stand run and the stand
growth run under the industrial scenario. This find-
ing can be explained by the fact that it stands
reached maturity after only 80 years due to condi-
tions of high N availability and low soil depth.

Except for the few years needed for the trees to
establish themselves and grow a canopy, the NEP for
the stand growth run was higher than the NEP for the
mature stand run, resulting in positive differences
between the two states (Figure 3). The negative dif-
ferences in NEP at the beginning of the simulations
derived from the negative NEP simulated in the stand
growth run, because right after planting the trees
have a low LAI and take up considerably less C than
the soil releases. The positive difference between NEP
simulated using different initializations of plant state
variables ranged from 50 to 500 gC/m2 per year,
depending on climate conditions. The difference was
greater in years with favorable climatic conditions
(higher temperature and precipitation) and dropped
to 50 gC/m2 in cold or dry years. Although the differ-
ence declined with the age of the forest (equivalent to
the number of model iterations in our case), it still
fluctuated between 50 and 100 gC/m2 per year after
97 simulation years for the oldest forest stand consid-
ered (Tharandt). Hyytiala, the site with the lowest
mean annual temperature (3.5°C) and the least pre-
cipitation (640 mm), had the smallest differences be-
tween the NEP values simulated with the two differ-
ent model initializations. The effect of increased
atmospheric CO2 concentrations and N deposition on
both the magnitude and the decline rate of the differ-
ence was not pronounced.

This study showed that enhanced atmospheric CO2

concentrations and especially increased N deposition
had a marked effect on the simulated C sequestration
capacity of the forest stands (Figure 4). This result was
similar to the patterns that have been observed for
global coniferous forests (Churkina and Running
2000). The effect of environmental changes on simu-
lated NEP was comparable for both initializations of
state variables (young stand and steady state) at all
sites except Loobos (Figure 5). In the case of Loobos,
the difference between NEP simulated with the indus-
trial and preindustrial scenarios was higher for the
model run with a steady-state initialization, most

Table 4. Comparison of Measured Leaf Area Index (LAI, Dimensionless) to Modeled LAI under Different
Scenarios

Site
Observed
LAI

Modeled LAI

IND/YNS IND/STS PRE/STS PRE/YNS

Tharandt 5 5.0 4.7 3.2 3.6
Loobos 3 4.0 4.0 2.6 3.4
Brasschaat 3 5.5 4.8 3.2 4.0
Hyytiala 3 3.3 3.2 3.2 3.1

The model provided accurate estimates of LAI for Tharandt and Hyytiala but overestimated it for Loobos and Brasschaat (second versus third column, PRE/STS scenario). For
comparison, predicted LAI is also given for other scenarios.
IND, industrial; PRE, preindustrial; YNS, young stand; STS, steady-state

Figure 3. Difference between annual net ecosystem pro-
ductivities modeled with different initializations of state
variables (stand growth NEP minus steady-state NEP) for
four coniferous forest stands. Differences in NEP decline
slowly with time for both the industrial (gray line) and
preindustrial (black line) scenarios. The difference varies
from year to year depending on climate conditions.
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likely because simulated LAI differences were higher
at steady state than for young plant initialization.

Differences in NEP estimates increased for both
the young stand and steady-state initializations of
the vegetation state variables and were mostly as-
sociated with the steady increase in N deposition
that began in 1950. These differences varied from
year to year depending on climate conditions. The
forest stand at the Hyytiala site had the lowest
increase in NEP in response to elevated atmospheric
CO2 and N deposition because the industrial N dep-
osition there was an order of magnitude lower than
that at the other sites. For forest stands at Loobos,
Brasschaat, and Tharandt, increases in N deposition
at an average rate of 0.08 gN/m2 per year and in
CO2 at 1.3 ppm per year resulted in enhanced C
uptake by vegetation at a rate of 4.2 gC/m2 per year.
The model results suggest that the magnitude of
response to environmental changes was dependent
on the site’s climate variability, site-specific param-
eters (for example, soil depth), as well as the char-
acter and magnitude of environmental changes.

Daily NEP and AET

Daily NEP modeled with the industrial scenario and
with young stand initializations (gray line at the top

of the uncertainty range in Figure 6) gave the clos-
est estimate of the observed NEP and was used in
the correlation plots. Although corresponding mod-
eled AET values did not always provide the closest
estimates of the observed AET (Figure 7), for con-
sistency, these daily AET estimates were used in the
regression analysis.

Linear regression analysis of modeled and ob-
served daily average NEP showed a good relation
(”All NEP” rows in Table 5) for all four sites, with
0.676 � R2 � 0.823. In-depth analysis of the two
seasonal subsets (data pairs with modeled NEP � 0
and modeled NEP � 0) provided interesting insights
into the model behavior. During the C uptake pe-
riod (modeled NEP � 0), the model still provided
good estimates of the observations for all four sites
with R2 in the range of 0.45–0.73, with underesti-
mation for Hyytiala and Tharandt (b � 1). The
underestimation of NEP, combined with the accu-
rate LAI (accurate GPP) for Hyytiala and Tharandt
and the accurate NEP simulated with overestimated
LAI (inflated GPP) for Loobos and Brasschaat, sug-
gest that the model overestimates soil respiration.
The overestimation of soil respiration may result
either from overestimated C content in soil, because
the management history was not available, or from
the respiration algorithm used in the model. Both
hypotheses should be tested with chamber mea-
surements of soil respiration and a comparison of
the simulated and observed C stocks in the soils.

During the C release period (modeled NEP � 0),
the model explained fluxes well only for the forest
stand at the Loobos site (R2 � 0.723). There was a
weak correlation between the modeled and mea-
sured fluxes at Brasschaat (R2 � 0.319) and at
Tharandt (R2 � 0.266). At Hyytiala, the model
failed to simulate the variance in the observed
fluxes (R2 � 0.003) during the C release period.
Therefore, the BIOME-BGC model seems to have a
better predictive capacity for the photosynthesis-
related processes than for respiration. The algo-
rithm used in the model for simulations of respira-
tion fluxes with air temperature below freezing and
with snow cover is worth revisiting, given recent
findings (Marico and others 2000).

The model, as well as the flux observations, could
be responsible for the weak correlation between the
observed and modeled daily NEP during negative
NEP periods. In the model, the reason for this can
most likely be traced to the simulations of soil res-
piration, which is the largest source of respired C in
winter. The initialization of soils from steady state
tends to overestimate soil C and consequently res-
piration. The method used to simulate the soil tem-
perature and respiration could be another source of

Figure 4. Effects of elevated CO2, increased N deposition,
and the combination of both on cumulative NEP (kgC/
m2) for four coniferous forest stands. Each bar on the
figure represents NEP summed over the number of years
equal to the stand age. A combination of elevated N
deposition and increased atmospheric CO2 has the largest
effect on C sequestration potential of the sites. Reference,
both N deposition and atmospheric CO2 concentrations
are constant; N, increasing N deposition, atmospheric
CO2 is constant; CO2, increasing atmospheric CO2, N
deposition is constant; N�CO2, both N deposition and
atmospheric CO2 are increasing.
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the problem. Checking the validity of the method at
near-freezing temperatures and in the presence of
snow cover against the chamber respiration mea-
surements would be worthwhile.

Flux measurements in winter could also have
contributed to the problem. During the winter,
nights are significantly longer than days and the
contribution of nighttime flux to the cumulative
daily flux becomes more significant. However, the
nighttime eddy fluxes are often dubious, because at
night the turbulent flux is partially inhibited by
stable stratification of the atmospheric surface layer
above the canopy. The overnight accumulation is
released after sunrise with the onset of convection,
resulting in a prominent spike of CO2 in the morn-
ing (Moncrieff and others 1996). Although at a
daily time step, this spike should compensate for
the stratification effect under conditions of ideal
terrain and system design, real conditions are far
from ideal, and site-specific corrections are applied
to compensate for the lost fluxes (Aubinet and oth-
ers 2000).

There is still a debate as to whether such site-
specific corrections should include an empirical u*
correction, or a consideration of advection, or
something else. At an annual time step, the u*
correction applied to half-hourly flux values can
result in an increase of 77–185 gC/m2 per year for
temperate forests, accounting for nearly the average
NEP of a temperate forest (Falge and others 2001).

Analysis of the modeled and observed daily av-
erage AET showed that the BIOME-BGC model
explained 60%–88% of variance in the measured
water fluxes (Table 6). The model overestimated
AET at the high end (Figure 7). A clustering of data
points between 0 and 1 complicated the regression
analysis in the cases of Hyytiala and Tharandt. Clus-
tering revealed that there were many days with a
low AET, which was most likely related to the rel-
atively humid climates at the sites. Overestimation
of water fluxes, combined with underestimation of
the C fluxes during the C uptake period, suggests
that the water-use efficiency of the forests is most
likely higher than that simulated by the model.

Figure 5. Difference between annual net ecosystem productivities modeled with different environmental conditions
(industrial minus preindustrial NEP) for four coniferous forest stands. Differences in NEP increase with time for both young
plant (black line) and steady-state (gray line) initializations of the vegetation state variables and is associated mostly with
steadily increasing N deposition, starting in 1950. The difference varies from year to year depending on climate conditions.
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The uncertainties in the model estimations of
daily C and water fluxes arising from different
state variable initializations and from different
environmental change scenarios were higher
during the summer and lower during the winter
(Figures 6 and 7). In the summer, the discrepancy
in the model estimates of NEP reached as high as
2 gC/m2 per day, an average C uptake per day.

The estimates of AET were less sensitive than NEP
to different initializations of state variables or
environmental change scenarios. More informa-
tion about the sites’ history, as well as the avail-
ability of accurate long-term climate data, mea-
sured biomass, and soil C and N contents, could
improve the initialization of the state variables.
Site-specific information about the anthropogenic

Figure 6. Comparison of modeled and observed daily net ecosystem productivities (NEP, gC/m2) of four coniferous forest
stands for 1997. For each site, seasonal courses and a scatterplot between observed and modeled net ecosystem produc-
tivity are shown. Gray-shaded areas on the plots with seasonal courses show uncertainty ranges in model estimates of NEP,
which are caused by different environmental conditions and initializations of the state variables. NEP modeled with the
industrial scenario and with young plant initializations of the state variables (gray line) is at the top of the uncertainty range.
It is the closest estimate to the observed NEP (black line) and is used in the correlation plots.
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factors influencing ecosystems would improve
current predictions of C dynamics.

The model results suggest that after the initial
10–15 years of C loss during stand establishment,
the forests at all four sites have been sequestering C
at an average rate of 100–300 gC/m2 per year (Fig-
ure 8). Surprisingly, the NEP rate at the almost
100-year-old stand at Tharandt was as high as the

NEP at the 70–80-year-old stands at Loobos and
Brasschaat, most likely as a result of increasing N
deposition. Despite the significantly different LAI,
annual mean NEP did not vary as much between
the sites (excluding Hyytiala), because forests with
a higher LAI also generate more litter and conse-
quently have higher respiration rates. Hyytiala had
a considerably lower LAI and NEP than the other

Figure 7. Comparison of modeled and observed daily actual evapotranspiration (AET, kg/m2) of four coniferous forest
stands for 1997. For each site, seasonal courses and a scatterplot between observed and modeled actual evapotranspiration
are shown. Gray-shaded areas on the plots with seasonal courses show uncertainty ranges in model estimates of AET,
which are caused by different environmental conditions and initializations of the state variables. AET modeled with the
industrial scenario and with young plant initializations of the state variables (gray line) is at the top of the uncertainty range.
For consistency with the previous plot, this AET was used in the correlation plots, although it was not always the closest
estimate to the observed AET (black line).
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sites because of its lower mean annual tempera-
tures (see Figure 1).

CONCLUSIONS

In this study, we evaluated the ability of the BI-
OME-BGC ecosystem model to estimate the daily
and annual C dynamics of four European conifer-
ous forests, shifts in these dynamics in response to
increasing atmospheric N deposition and CO2 con-
centrations, and uncertainties in the model esti-
mates related to the initialization of forest succes-
sional stage. Although the model predicted daily C
and water fluxes reasonably well (R2�0.60–0.80)
at all sites, it seems to have a better predictive ability
for the photosynthesis-related processes (NEP � 0,

R2 � 0.45–0.73) than for the respiration-related
processes (NEP � 0, R2 � 0.003–0.72). Overesti-
matations of LAI (and consequently Gross Photo-
synthetic Production), in combination with reason-
able estimates of daily NEP for two sites, also
illustrate the problem with modeled respiration. Ei-
ther the estimates of autotrophic respiration are
similarly inflated, or the estimates of heterotrophic
respiration are inflated, or both components of res-
piration are inflated. Measured soil respiration, C
contents in vegetation and soils, and site manage-
ment histories would be helpful to identify the rea-
sons and improve the model behavior.

The model results suggest that all four European
forests have been net sinks of C at the rate of
100–300 gC/m2/y and that this C sequestration ca-

Table 5. Linear Regression (y � a � b �x) Results for Comparisons between Modeled and Observed Daily
Average NEP

n R2 b (Std. Err.) a (Std. Err.)

Tharandt
All NEP 316 0.683 0.899 (0.035) 0.773 (0.071)
NEP � 0 206 0.461 1.302 (0.099) �0.040 (0.216)
NEP � 0 110 0.131 0.266 (0.066) �0.200 (0.120)

Loobos
All NEP 248 0.823 0.867 (0.026) –0.123 (0.060)
NEP � 0 180 0.659 1.017 (0.055) �0.524 (0.139)
NEP � 0 68 0.723 0.954 (0.073) 0.159 (0.120)

Brasschaat
All NEP 136 0.676 0.639 (0.038) –0.257 (0.093)
NEP � 0 85 0.450 1.026 (0.124) �1.124 (0.299)
NEP � 0 51 0.319 0.386 (0.080) �0.747 (0.196)

Hyytiala
All NEP 310 0.755 0.808 (0.026) �0.022 (0.052)
NEP � 0 163 0.733 1.203 (0.057) �1.082 (0.147)
NEP � 0 147 0.003 0.065 (0.099) �0.461 (0.090)

Only observations without gaps (n) were included in the regression. The regression was performed for all pairs of observed and modeled NEP, for data pairs with
modeled NEP � 0 (C uptake processes dominate) and for data pairs with modeled NEP � 0 (C release processes dominate). In most cases, the BIOME-BGC
model estimated NEP during the C uptake period (high R2, low standard errors) better than during the C release period (low correlation or lack of correlation).

Table 6. Linear Regression (y � a � b•X) Results for Comparisons between Simulated and Observed
Daily Average AET

n R2 b (Std. Err.) a (Std. Err.)

Tharandt 316 0.605 0.803 (0.037) 0.577 (0.073)
Loobos 248 0.693 0.647 (0.028) 0.577 (0.040)
Brasschaat 136 0.745 0.528 (0.027) 0.266 (0.045)
Hyytiala 310 0.887 0.890 (0.018) 0.088 (0.024)

Only observations without gaps (n) were included in the regression. Strong clustering of data points between 0 and 1 complicated regressions in the cases of
Hyytiala and Tharandt and led to heteroskedastic results. The model explained 60%–88% of the variance. The BIOME-BGC model overestimated AET at the
high end.
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pacity would be 30%–70% lower without the in-
creasing N deposition and CO2 concentrations. El-
evated anthropogenic N deposition played a
prominent role in increasing this capacity; there-
fore, this factor should not be neglected either in
the modeling of European ecosystems or in field
experiments. Simultaneous measurements of C and
N pools of the ecosystems will improve our under-
standing of C–N interactions, help to refine model
algorithms, and eventually reduce uncertainty in
the global C budget.

We estimated that the modeled C exchange at the
study sites was reduced by 50%–100% when model
simulations were performed for climax forests
rather than for regrowing forests. The stand age

appeared to be a critical parameter for accurate
estimations of forest C exchange. Although simula-
tions of C dynamics of climax vegetation provide
insights into its interannual variability, they do not
provide accurate estimates of the current C ex-
change. Because it is not feasible to take into ac-
count different successional stages of vegetation or
forest age distribution at a regional scale, regional
estimates of biomass and soil C contents can be used
as substitutes for model initialization. New algo-
rithms, which allow real-time adjustment in the
model’s state variables using on-ground and remote
observations of vegetation structure and processes
(for example, data assimilation), should reduce un-
certainty in the model estimates and improve its
accuracy.
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