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Abstract

:

Models of forest growth and yield (G&Y) are a key component in long-term strategic forest management plans. Models leveraging the industry-standard “empirical” approach to G&Y are frequently underpinned by an assumption of historical consistency in climatic growing conditions. This assumption is problematic as forest managers look to obtain reliable growth predictions under the changing climate of the 21st century. Consequently, there is a pressing need for G&Y modelling approaches that can be more robustly applied under the influence of climate change. In this study we utilized an established forest gap model (JABOWA-3) to simulate G&Y between 2020 and 2100 under Representative Concentration Pathways (RCP) 2.6, 4.5, and 8.5 in the Canadian province of Newfoundland and Labrador (NL). Simulations were completed using the province’s permanent sample plot data and surface-fitted climatic datasets. Through model validation, we found simulated basal area (BA) aligned with observed BA for the major conifer species components of NL’s forests, including black spruce [Picea mariana (Mill.) Britton et al.] and balsam fir [Abies balsamea (L.) Mill]. Model validation was not as robust for the less abundant species components of NL (e.g., Acer rubrum L. 1753, Populus tremuloides Michx., and Picea glauca (Moench) Voss). Our simulations generally indicate that projected climatic changes may modestly increase black spruce and balsam fir productivity in the more northerly growing environments within NL. In contrast, we found productivity of these same species to only be maintained, and in some instances even decline, toward NL’s southerly extents. These generalizations are moderated by species, RCP, and geographic parameters. Growth modifiers were also prepared to render empirical G&Y projections more robust for use under periods of climate change.
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1. Introduction


Average global temperatures have warmed considerably since the beginning of the Industrial Revolution [1]. Climate has a direct impact on tree growth and forest productivity, as well as indirect impacts on forest ecosystem functions and processes [2,3,4]. The magnitudes and rates of climate change associated with representative concentration pathways (RCPs) 4.5, 6.0, and 8.5 [5] pose a risk of abrupt and irreversible changes in composition, structure, and function of global ecosystems, including forests [1,6]. Indeed, North American forests are already beginning to show signs of complex structural changes under the influence of climate change [7,8,9].



The impact of projected climatic change on forest growth and composition is expected to vary regionally, moderated by pre-existing growing conditions [10,11,12]. For instance, although it is often hypothesized that the New England–Acadian transitional forests of maritime North America may experience a reduction in the natural occurrence of some boreal conifers under higher concentration pathways [13,14], other studies relevant to more northerly latitudes forecast an increase in productivity for boreal species, such as the forests of Siberia and northern Canada [15,16,17]. Management practices can further complicate a forest’s response to projected climatic shifts. Studies have found that industry preference toward planting commercially significant boreal conifer species has for some time promoted the replacement of temperate species with boreal conifers in the same New England–Acadian transitional forests of maritime North America [18]. Climate change-related shifts in the frequency and intensity of natural forest disturbance events (e.g., pests and fire) may also affect forest growth and composition [19,20,21]. The simple implication of varied regional forest response to changing climatic conditions is that sustainable forest management practices will need to be supported by local scale evidence of forest response to climate change.



Reliable growth and yield (G&Y) information represents a key input in modern sustainable forest management frameworks, generally offered as estimations of timber yield and/or stand structure [22,23]. Such estimates are generally derived from modelling methods that are often classified into one of two schools: those empirical in nature or those process-based (i.e., mechanistic) [24]. The empirical method utilizes records of tree growth and statistical relationships to determine G&Y as functions of tree dimensions, stand density, site quality, and/or time [25,26,27,28]. Simple parameterizations in combination with relatively high prediction accuracy and compatibility with management needs have made empirical models the “operational standard” in most modern forestry applications [29,30,31]. However, most empirical modelling is based on historical growth information, and one must assume that the growing conditions where the model is being applied are comparable to those where the model was derived from [31,32,33]. Consequently, empirical models often have limited predictive capability when changes occur in the growing environment [34,35,36,37]. This limitation becomes a source of disconnection from management needs where contemporary sustainable forest management demands models that will remain robust under the upcoming period of climate change.



In contrast to the empirical approach, process-based models (PBM) are underpinned by a current understanding of key mechanisms and processes that determine an object’s internal structure, rules, and behavior [24]. These mechanisms and processes are typically implemented in PBM through representative algorithms that simulate causal physiological processes, influencing tree growth as well as the growing environment [29,38]. Commonly in PBM, extensive parameterizations representing primary environmental variables are used in the calculation of the physiological functions [24,29]. Although the formulation of the physiological functions driving PBM are often rooted in empirical studies or otherwise in contemporary understandings of ecophysiologic response, a departure from the statistical relationships and parameters that form empirical-type models is often thought to absolve the PBM from any underlying assumption of static growing conditions [24,38]. As such, PBM are often considered to be more suitable in accounting for climate change [35,39]. Despite their advantages, all PBM reflect a contemporary understanding of the complex processes that influence tree growth, which are of course based on historical quantitative records. Any unforeseen climate-induced changes in the causal relationships that underpin a PBM would render the resulting predictions biased under those same projections. Furthermore, due to their complexity and high data requirements, PBM are rarely used in operational settings at present, and therefore are rarely used to inform sustainable forest management practices [33,40]. Thus, there is a need for research that looks to apply PBM projections in ways useful to and aligned with the needs of forest management practitioners in a changing climate.



Few PBM have contributed to the advancement of process-based modelling as the JABOWA family of models has [41,42]. JABOWA belongs to a school of PBM known as “gap” models. Simply put, gap models simulate the successional processes occurring following the creation of a gap in the forest canopy, such as following the mortality of a dominant tree [38]. With a history dating back 50 years, the JABOWA family of gap models has been particularly instrumental in laying the framework for the vast number of gap-model variants that have come since [43,44]. Gap models now form the largest school of PBM, including such models as JABOWA, FORET [45,46], FORTNITE [47], ZELIG [48], PICUS [49], FORCLIM [50], SORTIE [51], and FORMIND [52,53]. Gap models are now available that are purpose-built for a wide spectrum of applications and forest growing conditions. Subsequent variants of the original JABOWA model have themselves undergone a series of important enhancements and have been applied to a diversity of global settings [54].



In this paper, we provide an evaluation of the impact of climate change on the boreal forests of Newfoundland and Labrador (NL), Canada, using the JABOWA-3 forest gap model. Although there have been recent applications of PBM in the New England–Acadian transitional forests of Canada’s maritime provinces [14,39], there have been no such applications in the northeastern boreal forests of NL. We used JABOWA to explore the impacts of climate change on the composition and growth of the northeastern boreal forest by inferring regional-level trends simulated through the use of a detailed forest gap model by leveraging a large number of forest sample plots across the regions of interest. In this study, regional analysis of model simulations was undertaken at the ecoregion level [55]. Our methods differ from other applications of PBM in that we apply the JABOWA-3 model to every viable plot in the permanent sample plot (PSP) inventory, rather than use select plots from the full inventory dataset [14,39,54].



Specifically, we investigate the influence of climatic change under RCPs 2.6, 4.5, and 8.5 on forest composition and structure in NL to the end of the 21st century. We then use simulated growth to prepare a collection of “growth modifiers” (GM) [56,57] for use in NL, which can be integrated with empirical projections of G&Y to render them more robust for use under scenarios of climate change. We hypothesize that the degree of warming and increase in precipitation associated even with the high concentration pathway (i.e., RCP 8.5) would be unlikely to reduce productivity or dramatically change the composition of NL’s established boreal conifer forest by the end of the 21st century.




2. Materials and Methods


2.1. Study Area


The study area for this paper was the province of Newfoundland and Labrador (Figure 1). NL falls both within Canada’s boreal shield and taiga shield ecozones and contains 23 ecoregion growing environments per the Canadian Ecological Land Classification Framework [55] (Table 1). Newfoundland (NF) is an 11 million ha island of which 45% is boreal forest [58]. Climate information available through Environment and Climate Change Canada [59] indicates precipitation rates are relatively even across NF, with some seasonal variation (750 to 2000 mm year−1). Coastal locations across the province experience slightly greater precipitation and more mild temperatures as opposed to inland geographies due to the moderating effect of the sea. In northern locations across NF, annual snowfall can exceed 300 cm and constitutes half of the annual precipitation. In the milder southeast, snowfall accounts for only 10% of total annual precipitation. January mean daily temperatures in NF range from −4 to −10 °C, whereas July mean daily temperature is approximately 16 °C.



Continental Labrador (LD) contains roughly 18 million ha of boreal forest, making up approximately 60% of the region’s total land area [60]. The cumulative annual precipitation range tends to be less than that observed in NF (725 to 1250 mm year−1). As with NF, coastal locations in LD are subject to the moderating influence of the sea. January mean temperature ranges between −16 and −25 °C across LD, whereas July mean daily temperature ranges between 6 and 13 °C. A 50-year summary of historical climate (i.e., precipitation and growing degree days) is provided in Table S1.




2.2. Model Description


We used the JABOWA-3 forest gap model to prepare projections of forest growth under RCP 2.6, 4.5, and 8.5. An RCP refers to a greenhouse gas trajectory that has been adopted by the Intergovernmental Panel on Climate Change [1]. Each RCP entails a different global climate outcome, which may be realized subject to realized emissions over coming years. The RCPs are uniquely defined by total radiative forcing, which is a cumulative measure of human emissions of greenhouse gases from all sources expressed in W/m2 (i.e., 2.6, 4.5, and 8.5 W/m2, respectively, in this study) [5].



JABOWA uses a static, small plot setup (i.e., 0.01 ha) to model forest growth and succession on an annual timestep. JABOWA is underpinned by a number of key assumptions through which the model formalizes the complex processes associated with tree growth, establishment, and mortality through a relatively simplistic functional design [38]: (i) the forest is abstracted as a composite of many small patches of land, where each patch can have a different age and successional stage; (ii) patches are horizontally homogenous, i.e., a tree’s position within a patch is not considered or significant; (iii) the leaves of each tree are located in a thin layer at the top of the stem, otherwise relieving the need to calculate shading and thus competitive effects associated with tree position; and (iv) successional processes can be described for each of those patches separately, i.e., there are no interactions between patches, and the forest is a mosaic of independent patches. In JABOWA, diameter growth is modelled through a deterministic process based on maximum potential behaviour, which is reduced by factors including limiting light, soil fertility, soil moisture, and temperature effects [38,41].



JABOWA’s growth model is accompanied by two sub-models for tree mortality and establishment. Through the tree establishment sub-model, saplings are added only where biotic (light) and abiotic (temperature and moisture) conditions are satisfied: (i) Light availability at the forest floor meets a species-specific threshold (i.e., leaf area index (LAI)), (ii) the annual sum of actual evapotranspiration (AET) must lie above a species-specific threshold value, and (iii) the annual sum of degree days is within a parameter-specified range tolerated by the species (i.e., DDMin and DDMax) [38,41]. Species-specific degree-day ranges were modified in this study to improve model usability in the northerly reaches of the study area. The methods and rationale for this adjustment to species growing degree-day ranges are described in the Supplementary Materials. JABOWA’s mortality sub-model is a stochastic process involving two components: (i) “intrinsic” or “background” mortality, which permits only 2% of trees from reaching the parameter-specified maximum tree age (i.e., AMax)—this mortality function is species-specific and constant across a tree’s life—and (ii) a “competitive” or “stress-related” mortality function that acts when a tree’s diameter growth increment is less than 0.01 cm for any given year. JABOWA’s competitive mortality function is based on the premise that a tree has a 1% chance of surviving 10 consecutive years if stressed. As soon as there is no stress, the stress-related mortality ceases to be relevant. Hence, it is assumed that there are no lags between the occurrence of stress and the associated mortality, and that stress tolerance is not species-specific. A simplified and conceptual flow of JABOWA’s processes, inputs, and outputs is provided in Figure 2. A comprehensive review of the function of the JABOWA family is provided in Botkin [41]. Bugmann [38] provides an excellent synopsis of the history and generalized processes that underpin the JABOWA family of models.




2.3. Model Inputs


Each of JABOWA’s inputs can be classified into one of three types: initial stand conditions, site conditions, or climatic conditions [39] (Figure 2).



2.3.1. Initial Stand Conditions


In this study, initial stand conditions were based on permanent sample plot (PSP) data provided by the NL Department of Fisheries, Forestry and Agriculture. The database includes a network of approximately 1150 plots, 630,000 individual tree diameter breast height (DBH) measurements, and 430,000 growth ( Δ DBH) measurements, spanning a period from 1985–2017. Nine of the province’s boreal species were included in the scope of this study (Table 2). The nine species selected account for the vast majority of the province’s tree species (Table 3) and all commercially significant species [58].



Plots where disturbance regimes (i.e., moose browsing, fire, pests, and windthrow) were documented to have influenced tree growth were removed from the pool of plots used in this analysis. Although JABOWA does have subroutines for certain disturbances (e.g., windthrow and logging), other important disturbances (e.g., forest pests, moose browsing, fire) cannot be simulated through the unmodified program. In removing disturbance plots, 259 plots and approximately 600 plot measurements were removed from the study. Deadwood and/or snag tree observations were also removed from the database as the competitive influence of snags and standing deadwood are not considered in JABOWA.



Plots range in size from 0.002 to 0.1 ha, including an array of intermediate sizes. The size of PSPs is not fixed in NL’s inventory and commonly increases as a plot matures over remeasurement occasions and stem density declines. A remeasurement occasion refers to any subsequent PSP measurement following the initial plot establishment measurement. Plot remeasurement does not occur on an annual interval in NL’s PSP inventory program, but rather at periods typically ranging from 3 to 7 years. Differing plot areas impact JABOWA’s density and light-level subroutines, which assume a 0.01 ha plot area. Through the data formatting process, all PSP measurements were scaled to a standard 0.01 ha; this process is described in the Supplementary Materials section.




2.3.2. Site Conditions


Soil texture, stoniness, and depth were obtained for each plot in NL’s inventory from the Soil Landscapes of Canada (SLC) datasets, sourced from the National Soil Database [61]. Elevation and latitude for each plot were recorded through NL’s PSP inventory program. Soil nitrogen and depth-to-water information is not available at the site level in NL, and so soil fertility (i.e., nitrogen) and depth-to-water parameters were held constant at 50 kg ha−1 and 1.2 m, respectively. These assumptions do influence JABOWA’s growth predictions, as they impact subroutines which measure the impact of soil nutrient and chemical cycling, as well as functions for water balance and moisture conditions, respectively [41], so these fixed rates are a limitation of this study.




2.3.3. Climatic Conditions


Climatic conditions for the model calibration phase of the work were based on estimates of historical monthly cumulative precipitation, monthly mean daily minimum, and maximum temperature timeseries constructed for every PSP from 1985 to 2010 (Table S2). The datasets were generated using thin-plate smoothing splines, as implemented in ANUSPLIN [62]. ANUSPLIN is a multidimensional nonparametric surface fitting method that offers the capacity to generate estimates of dependent variables at any location where the independent variables are known—in this case longitude, latitude, and elevation [63,64]. The historical monthly models have 95% confidence limits of approximately ± 1.1 °C for maximum temperature, ± 1.3 °C for minimum temperature, and ± 10–40% for monthly precipitation [63,64].



For the simulation phase of this study, monthly mean minimum and maximum temperatures and monthly cumulative precipitation projections were obtained from 2020 to 2100 under RCPs 2.6 (Table S3), 4.5 (Table S4), and 8.5 (Table S5). The scenarios were downscaled from predictions of the CanESM2 global climate model as developed by Chylek et al. [65] and implemented by McKenney et al. [63,64] through their ANUSPLIN generation of digital climate surfaces.





2.4. Model Calibration


Prior to model validation, an initial calibration was performed using a stratified random selection of approximately 40% of the plots contained within each ecoregion included in the analysis. Stratifying the random selection of calibration plots by ecoregion ensured the full spectrum of growing conditions affecting tree growth in the PSP inventory would be captured in those plots used to calibrate JABOWA-3. Plots located in ecoregions 75, 79, 85, 103, and 115 were altogether removed from the study at this stage as the number of plots (i.e., < 10 plots) representing those ecoregions was not sufficient to conduct a valuable calibration or validation exercise (Table 1).



Calibration was performed in iterations. JABOWA parameters were manually adjusted between iterations to optimize the fit between model-generated (i.e., simulated) basal area (BA, m2 ha−1) and observed BA at remeasurement occasions. Simulated and observed BA pairs were further stratified by species to inform the manual adjustment of model parameters for specific species. JABOWA’s parameters were manually adjusted within limits considered to be ecologically and physiologically reasonable. A manual approach to calibration is standard in studies that attempt to apply process-based modelling software [14,39,66,67,68,69]. The final parameter values used in this study are provided in Table S1.



Each iteration of JABOWA involved systematically initializing the model for each PSP used in calibration by establishing the initial model conditions as those observed in the corresponding plot establishment record (see Figure 2). Historical weather records were used in JABOWA to simulate tree growth for the period between plot establishment and the most recent plot remeasurement. Calibration outputs were taken as the average of 50 simulations to lessen the effect of model stochasticity brought on by model functions of mortality.



In both the model calibration and validation phases, species entry into a simulation for reasons of establishment was restricted to those observed within the plot at any plot measurement in the PSP program; this limitation is further explored in the discussion. This was done to limit erroneous species “migration” into the plot, but also restricted feasible species migration into the plot where a species may be present in the greater area, but not within the plot measured. In the absence of data describing species composition in the vicinity of the plot, we were unable to adjust entry permissions to allow any species establishment beyond those observed within the plot.




2.5. Model Validation


In this study, we use the term “validation” to refer to an empirical comparison of model-generated (i.e., simulated) plot BA values against corresponding plot BA observations. Model validation utilized the JABOWA parameter settings identified through calibration and was based on pairs of simulated and observed BA not used in the model calibration phase—that is, approximately 60% of the plots in the PSP inventory. As with calibration, validation stratified pairs of simulated and observed BA by species. Two approaches, statistical analysis and model-efficiency testing [39], were used to evaluate the predictive performance of the model both in terms of overall fit and fit at specific remeasurement occasions. The latter evaluation at specific remeasurement occasions allowed for analysis of the model performance at varying temporal points from model initialization. Put simply, analysis at specific remeasurement occasions allowed us to evaluate whether the performance of the model degraded or otherwise changed at observations temporally further from model initialization.



A common method used in model validation is to evaluate a simple linear regression between field observed, Y, and simulated, X, values, where Ys = b0 + b1Xs [39,70]. In this study, Y is the observed BA (m2 ha−1) for species s, and X is the simulated BA for the same species. Variables b0 and b1 are the intercept and slope of regression, respectively. In an ideal model, the linear fit is b1 ~ 1 through the origin (b0 = 0) [71]. The adequacy of the model can therefore be evaluated by determining whether b0 = 0 and b1 = 1 with separate t-tests [71], assuming a linear relationship between observed and predicted values. Similarly, a simultaneous F-test can be used to evaluate the regression Ys = b0 + b1Xs by testing whether b0 = 0 and b1 = 1 simultaneously. Both tests were used in this study to determine the statistical significance of slope for unity and intercept for zero [71,72]. In addition to the separate t-tests and simultaneous F-tests, model bias (Equation (1)), model efficiency (ME, Equation (2)), and root mean square error (RMSE, Equation (3)) were also determined to garner further insight into the performance of the identified JABOWA-3 settings in modelling growth in NL:
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where   B A  o  i j     and   B A  p  i j     are the observed and modelled BA of species j at time interval  i  in a particular PSP, and       B A o  ¯   i    is the mean of the observed value of all observations in the validation dataset for all time periods. Where RMSE, bias, and ME were calculated for specific remeasurement occasions, Equations (1)–(3) were applied against a subset of the validation dataset, where   B A  o  i j    ,   B A  p  i j    ,       B A o  ¯   i   , and n refer only to observations corresponding to a specific selection of remeasurement observation(s). Yellow birch (n = 13) and white pine (n = 12) did not occur frequently enough in the validation dataset to be subsetted by remeasurement occasion (Table 2); the validation exercise was only conducted against full validation dataset for these two species. Combined, yellow birch and white pine constituted 0.1% of the full PSP inventory (Table 3).



The ME coefficient was originally developed as the model efficiency coefficient (NSE) by Nash and Sutcliffe [73] to assess the predictive power of hydrological models. The coefficient is an index with a range from −∞ to 1.0, where ME = 1.0, the model fits the observations perfectly, and where ME = 0.0 the model is no better than a simple average of all the data [22,39,74]. In application, efficiency values between 0.5 and 0.65 are suggested to represent a model of sufficient quality [75,76].




2.6. Growth Scenarios


Following validation, JABOWA-3 was used to simulate a series of four forest growth scenarios: a “reference” scenario, and three scenarios under RCP 2.6, 4.5, and 8.5—“low”, “moderate,” and “high” concentration pathways, respectively. Each scenario spanned an 80-year period from 2020 to 2100. Growth scenario simulation included every plot in the study program (i.e., the combined calibration and validation datasets). As with model calibration and validation, initial stand conditions for each plot in the growth scenario phase of this study were set as those recorded through plot establishment records. Differing from calibration and validation processes, however, through growth scenario simulation establishment records were initialized in 2019, regardless of the actual time when the establishment measurement took place. Such an approach facilitated the use of plot establishment records as the initial conditions in growth scenarios, which were otherwise measured at some point between 1985 and 2017. This approach also best facilitated forest growth comparison both between the varied RCP scenarios and under the reference scenario, as all scenarios were based on the same initial set of initial forest conditions.



Under the reference scenario, the historical climate dataset (Table S1), having occurred between 1960 and 2015, was applied to the growth scenarios simulated between 2020 and 2100. By default, JABOWA uses weather records in a repeated manner, where the simulation horizon exceeds the weather records provided.




2.7. Growth Modifiers


Growth modifiers (GM) were prepared as the difference between simulated growth under the reference scenario and simulated growth under the RCP 2.6, 4.5, and 8.5 scenarios:


  C  k  c , j , i   =   B A  c  j , i     B A  a  j , i      



(4)




where   C  k  c , i , t     are species-specific GM accounting for the effect of climate change on tree growth,   B A  c  i , t     is the predicted average BA under a specific climate change scenario (i.e., RCP 2.6, 4.5, 8.5) c, and   B A a   is the average BA under the reference scenario. The GM can then be applied to an empirical growth projection:


  B A  m  c , i , t   =   B A  e  i , t   · C  k  c , i , t    



(5)




where   B A  e  i , t     is the projected basal area using an empirical model, and   B A  m  c , i , t     is the modified basal area forecast under climate change scenario c.





3. Results


3.1. Model Validation


Separate t- and F-tests produced high p-values for each of the nine boreal species included in this study, demonstrating that in general, estimated slope and intercept were not significantly different from unity and zero (Table 4). As notable exceptions to this, the intercepts of both tamarack and white spruce observed vs. modelled data showed significant deviation from both unity and zero (p < 0.05). Balsam fir (Abies balsamea (L.) Mill), black spruce (Picea mariana (Mill.) Britton et al.), and white birch (Picea glauca (Moench) Voss) were all found to have R2 > 0.6, ME > 0.5, and RMSE < 7.0 m2 ha−1 (Table 4), indicating that the simulated BA generally agreed with the observation. For balsam fir, black spruce, and white birch (Figure 3), plotted simulated vs. observed data followed the diagonal whereas residual plots were generally dispersed along the horizontal; both distributions further suggested agreement between the simulated and observed BA. A heteroscedastic distribution was, however, present in the balsam fir, black spruce, and white birch plots (Figure 3), indicating that absolute model error for these species increased with BA. Observed plot BA values ranged up to 60 m2 ha−1 for black spruce and balsam fir, and up to 30 m2 ha−1 for white birch. Most observed BA values were below 30 m2 ha−1 for each of the three species. Residuals generally ranged between –20 and 20 m2 ha−1 for balsam fir and black spruce, and from –10 to 10 m2 ha−1 for white birch.



The validation process was not satisfactory for less abundant species, including tamarack (Larix laricina (Du Roi) K. Koch), trembling aspen (Populus tremuloides Michx.), white spruce (Picea glauca (Moench) Voss), red maple (Acer rubrum L. 1753), yellow birch (Betula alleghaniensisi Britt.), and white pine (Pinus strobus L.). For these species, R2 ranged from 0.244 (white spruce) to 0.779 (tamarack) and ME from −0.413 (white pine) to 0.887 (yellow birch) (Table 4). Save for the exception of yellow birch (R2 = 0.99, ME = 0.89, n = 8; Table 4), R2 and ME would not both meet the threshold of 0.5 used as an indicator of good simulation agreement. The simulated vs. observed and residuals plots for these same species did not generally follow any pattern, leaving us to conclude that the JABOWA simulations in this study struggled to accurately forecast growth for these species. As an exception, white spruce did exhibit a simulated vs. observed plot that approximated a diagonal relationship, and residuals that approximated a horizontal (though highly heteroscedastic) distribution (Figure 3). Nonetheless, R2 for white spruce was low compared to other conifers modelled (R2 = 0.24), as was ME (ME = 0.24, Table 4). Analysis of these same metrics at specified remeasurement occasions (Figure 4) identified that agreement between simulated and observed white spruce BA tended to erode as the model progressed.



We evaluated model performance at specific points in time by extracting subsets of predicted and observed data pairs corresponding to specific observation re-measurements from the validation dataset and calculated RMSE, Bias, R2, and ME indicators using the subsets (Figure 4). With respect to balsam fir and black spruce, we found ME and R2 to be above 0.5 across all remeasurement occasions, confirming that agreement between simulated and observed black spruce and balsam fir BA values does not significantly degrade at remeasurement occasions further from the plot establishment measurement. With respect to white birch, ME and R2 were found to both be between 0.4 and 0.5, depending on the remeasurement year, indicating reasonable agreement between simulated and observed BA values, but not as strong as those documented for balsam fir or black spruce. In general, the plots presented in Figure 4 offered further confirmation that simulated BA for red maple, trembling aspen, white spruce, and tamarack did not generally agree with observed BA values. Although modelled values were satisfactory for some of these species at specific remeasurement occasions (e.g., red maple at remeasurement 2 and tamarack at remeasurements 3 and 4; Figure 4), model settings yielded conflicting results at other intervals. Bias and RMSE for red maple, trembling aspen, white spruce, and tamarack seemed to identify that simulated values for these species became increasingly conservative (i.e., less simulated growth than observed) at years further from initialization. We observed time (i.e., remeasurement occasion) to influence BA simulation bias and RMSE in all species considered (Figure 4). The nature of RMSE and bias relationships to remeasurement occasion was species dependent. With respect to balsam fir, bias and RMSE appeared to compound while moving away from model initialization, increasing with remeasurement occasion. This characterization was not shared with observed bias and RMSE for black spruce, which appeared to better approximate a logarithmic relationship between RMSE and remeasurement occasion. Bias and RMSE for white birch BA were also found to approximate an exponential curve, as with balsam fir, albeit at a shallower slope (Figure 4).




3.2. Growth Scenarios and Modifiers


Simulated growth by model scenario, species, and ecoregion is provided in Table S6. GM are provided at an annual timestep by climate scenario, species, and ecoregion in Table S7. Figure 5 and Figure 6 are graphical representations of those large tabular datasets. The relative abundances of all nine tree species were generally held constant over the 80-year simulation period under each of the four growth scenarios (Figure 5). We observed average plot basal area to range between 20 m2 ha−1 and 30 m2 ha−1 across the province through to the 80-year simulation period (Figure 5). This range was consistent across the reference scenario and those associated with RCPs 2.6, 4.5, and 8.5. Accordingly, we found deviations in simulated BA growth to be relatively modest when comparing simulated BA under RCPs 2.6, 4.5, and 8.5 to simulated BA under the reference scenario (< 50% departure from the reference scenario, as measured at 2100; Figure 6). There were, however, instances where this generalization did not hold true: (i) In the Strait of Belle Isle ecoregion, a departure of > 100% for black spruce was observed under the RCP 2.6 and 4.5 scenarios and ± 50% under the RCP 8.5 scenario; (ii) in the Mecatina River, Paradise River, and Lake Melville ecoregions, a departure of > 100% for white birch BA was observed under the RCP 2.6 scenario; (iii) and in the Lake Melville ecoregion, this same departure of > 100% for white birch BA was also present in the RCP 4.5 and 8.5 model scenarios (Figure 6).



We observed increased conifer productivity (i.e., black spruce, balsam fir) in northerly ecoregions when comparing BA growth under the RCP 2.6, 4.5, and 8.5 scenarios to the reference scenario (i.e., the Mecatina River, Paradise River, Lake Melville, Strait of Belle Isle, and Northern Peninsula ecoregions). In these regions, black spruce BA was found to be 10 and 30% greater by 2100 under RCPs 2.6, 4.5 and 8.5 as compared to the reference scenario (Figure 6). Similarly, balsam fir BA in LD was observed to be between 10 and 80% greater by 2100 under RCPs 2.6, 4.5 and 8.5 as compared to the reference scenario (Figure 6). Conversely, in the study area’s more southerly ecoregions (i.e., the Long Range Mountains, Southwestern Newfoundland, Central Newfoundland, Northeastern Newfoundland, and the Maritime Barrens), conifer productivity was found to either be maintained or otherwise be slightly reduced through as simulated at 2100. In the Long Range Mountains and Maritime Barrens ecoregions, simulations for black spruce and balsam fir BA were found to be between 0 and 40% less and 5% more to 40% less by 2100, respectively. These departures in productivity were moderated to some extent by model scenario (Figure 6).



At the study area’s more southerly latitudes, growth simulations under the RCP high concentration pathway typically resulted in a notably lower average plot BA versus that simulated under the moderate, low, and reference scenarios; see, for instance, the simulations for the Central Newfoundland, Maritime Barrens, and Northeastern Newfoundland ecoregions. In contrast, in NL’s northmost PSPs, average plot BA under the high, moderate, and low concentration pathway each was higher than that of the reference scenario; see, for example, simulations for the Mecatina River, Paradise River, and Lake Melville ecoregions (Figure 5). We frequently observed average plot BA to increase over the short to mid term (5–40 years, Figure 5). This initial increase in mean productivity would generally be between 5 and 10 m2 ha−1 as compared to the reference scenario. The rate at which average BA would reach a maximum varied mostly by ecoregion rather than by model scenario. Some plots realized maximum average BA within the first 10 years of the simulation (e.g., the Paradise River and Long Range Mountains ecoregions), whereas in others maximum average BA would not be realized for 30 or more years (e.g., the Central and Northeastern Newfoundland ecoregions, Figure 5). After reaching maximum average plot BA, average plot BA tended to either plateau at the end of the simulation or otherwise face a very slight decline (Figure 5).



A comparison of scenario outcomes then informed the preparation of GM (Table S7). Although GM were calculated for each of the nine species in this study, only those for black spruce, balsam fir, and white birch were backed by good model validation results (Table 4, Figure 3 and Figure 4). GM for black spruce ranged from 0.6 to 2.3, generally falling between 0.8 and 1.3. For balsam fir, GM ranged from 0.7 to 1.8, generally falling between 0.9 and 1.2. For white birch, GM ranged from 0.2 to 3.0, generally falling between 0.9 and 1.4 (Table S7). GM can theoretically be used to adjust empirical G&Y predictions, making them more robust for use under scenarios of climate change.





4. Discussion


An evaluation of model predictive performance is an important step prior to application. Simulated BA largely agreed with observed BA for the three most abundant species components of NL boreal forests (Table 3); balsam fir, black spruce, and white birch were all found to have R2 > 0.6, ME > 0.5, and RMSE < 7.0 m2 ha−1 (Table 4). Considering the entire PSP dataset (n = 2,884), validation held an R2 and ME of 0.83 and 0.80, respectively (Table 4). Although there have been no applications of a PBM in Canada’s northeastern Atlantic region that predate this work, there have been recent applications of PBM in the New England–Acadian transitional forests of Canada’s maritime provinces that have had similar success in modelling forest dynamics through PBM methods [14,39].



In another application of JABOWA-3 in Nova Scotia, Canada, Ashraf et al. [39] reported an R2 of 0.97 and ME 0.96. Our study is structurally different than most other applications of PBM, including that completed by Ashraf et al., in that it applies JABOWA-3 to each qualifying plot in the full inventory program, rather than use representative plots as the basis of inference on the full plot dataset. Ashraf et al. [39] used a representative plot study structure, which facilitated the plot-level adjustments to model settings necessary to attain excellent agreement between simulated and observed BA not only of boreal conifers, including black spruce and balsam fir, but also other important New England–Acadian species as well, such as red maple, red spruce (Picea rubens Sarg.), eastern hemlock (Tsuga canadensis (L.) Carrière), and red oak (Quercus rubra L.). The trade-off in achieving good model agreement in a select number of plots is that the identified model settings are less certain when applied elsewhere in the study area. In contrast, our study was only able to attain good model evaluation results for black spruce, balsam fir, and white birch. However, we had a high degree of confidence that the identified model settings were appropriate for use within the large study area. Furthermore, black spruce, balsam fir, and white birch constitute more than 96% of NL’s tree inventory and include the species of the greatest commercial significance to the province [58]. Although improved evaluation results for the less abundant species of NL’s PSP inventory would be ideal, it is likely that the relative scarcity of these species (i.e., red maple, trembling aspen, tamarack, and white spruce) and the consequent low number of observed and simulated pairs inhibited the identification of satisfactory model settings in this study. Ashraf et al. [39] also observed that the JABOWA-3 mortality subroutine appeared to underpredict mortality in some instances, particularly with respect to mature overstory. Our work corroborates these findings; we observed that maximum individual tree DBH and average individual tree DBH increased with stand age (Table S6). Two factors likely contributed to this anomaly: (i) the absence of large forest renewal events through stand-level disturbance, and (ii) JABOWA-3′s parameter values being based on tree dimensions observed in the transitional New England–Acadian forests of New Hampshire [41], rather than those observed in NL. Concerning the latter factor, we could have adjusted JABOWA-3′s HMax, AMax, and DMax parameters (Table S1) to reflect conditions in NL, however, we observed that doing so resulted in undesirable effects on the rate of growth in simulations as JABOWA’s growth functions. Furthermore, the two factors are related, as it is difficult to decouple the role of disturbance on the maximum dimensions observed through NL’s PSP inventory.



The results from our simulations only partially agree with our hypothesis. Provincial-scale warming to 2100 [77] will generally have a modest, but positive effect on the northerly black spruce and balsam fir forests of NL. This characterization is not reflective of simulation outcomes for the province’s southernmost forests (Figure 6), where conifer BA under RCPs 2.6, 4.5, and 8.5 was often found to either be generally consistent with, or slightly less than, BAs observed under the reference scenario (Figure 6). This observation corroborates a growing library of empirical studies that propose that increased conifer productivity at northerly latitudes may well be one “positive” socio-economic externality attributed to contemporary climate projections [15,16,17]. Other recent applications of PBM in Atlantic Canada, such as that completed by Taylor et al. [14], have found that the transitional forests of the New England–Acadian forest region may begin to lose its boreal character as cornerstone boreal species fail to regenerate and survive beginning at the mid-point of the century under certain RCPs (i.e., RCP 8.5). It is crucial to recognize that the compositional shifts in transition zone forest makeup are generally thought to be driven by changes in competitive interactions attributed to climate change, rather than due to climate change itself [13,14,78,79]. Our study did identify that boreal forest growth may slow and even decline at lower latitudes within the study area under high RCPs, such as RCP 8.5, but found no evidence that the dominant conifer species of NL’s forests will be replaced within the 80-year horizon used in this study (i.e., 2100). The caveat to the foregoing is that species entry into a plot was restricted through model settings, and so our observation is based only on the lack of dramatic changes in current species proportions of plots through the simulation period. The markedly lower species diversity of the northeastern boreal forest as compared to that of the New England–Acadian forest region insulates NL’s cool-adapted boreal conifer forests from the excessive proliferation of warm adapted temperate tree species.



This study also sought to prepare an approach to modelling G&Y that would remain robust under the changing climate of the future. To achieve this, we derived a series of time-dependent forest GM that can be readily applied to empirical G&Y models through a simple multiplicative process [56,57]. The approach adjusts empirical projections based on the simulated influence of changing future climate as modelled through PBM methods. The GM method preserves the strengths of the empirical G&Y model, including the relatively simple parameterizations, high predictive accuracy, and alignment with operational demands, while leveraging the strengths of the PBM method in order to generate more reliable growth predictions for use under scenarios of climate change. The GM prepared (Table S7), although subject to a series of important caveats and limitations through this study, offer a viable theoretical approach through which forest response to changing climate can be readily integrated with sustainable forest management strategies.



4.1. Implications on Sustainable Forest Management


Our study indicates that under local warming trends anticipated for NL under scenarios 2.6, 4.5, and 8.5, the boreal forests of NL will experience an uneven response in terms of growth and establishment. Whereas in the northernmost reaches of the province conifer productivity may generally be bolstered, conifer productivity in the southern locations may only be maintained, and in some instances even erode under anticipated warming (Figure 6). In NL, conifers constituted 98% of the annual allowable cut between 2011 and 2015, with 88% of conifer volume originating from NF and 12% from LD [58]. Black spruce and balsam fir together make up an overwhelming majority of the province’s lumber and pulpwood harvest volume. Only 11% of the annual allowable cut between 2011 and 2015 originated from the Strait of Belle Isle and Northern Peninsula ecoregions. These are the only ecoregions in NF where black spruce and balsam fir productivity was identified to increase in response to the projected warming trends. In general, gains in productivity in the northern locations of NF and LD outpace productivity losses at the province’s southerly isotherms (Figure 6). Local warming trends may well warrant further consideration of NL’s allocation of annual allowable cut volumes considering the identified mixed regional productivity impacts on boreal conifers. Our results support a growing body of evidence that identifies that global taiga and boreal forests along northern isotherms may experience increased productivity under future climate projections, where growing degree days (GDD) have traditionally served as a limiting factor to tree growth.




4.2. Caveats and Limitations


Although our methods are themselves a source of certain limitations, other limitations were inherited through JABOWA-3, as well as the various datasets used in determining input parameters. Perhaps most significantly, we were not able to confirm the suitability of model settings for tamarack, trembling aspen, white spruce, red maple, yellow birch, and white pine that supported acceptable validation results (Table 4). This is most likely due to the relative scarcity of these species compared to the dominant species components of NL’s PSP inventory, i.e., balsam fir, black spruce, and white birch (Table 3). These species generally have a low number of occurrences in PSPs in NL’s inventory program; combined, tamarack, trembling aspen, white spruce, red maple, yellow birch, and white pine constitute less than 3% of the total PSP inventory. When attempting to evaluate model performance at the plot level using plots that typically only contain a small number of instances of certain species, real individual tree status effects (e.g., suppression, mortality, pests, etc.) not adequately reflected in the more generalized PBM can generate large discrepancies in simulated plot-level BA where individual specimens constitute a large portion of plot BA for a species in a plot. Put simply, it may be a matter of representing the population and mean successional processes generally well, but perhaps not the growth of the individual. Nevertheless, we included tamarack, trembling aspen, white spruce, red maple, yellow birch, and white pine in our simulations to preserve their competitive influence on those species in which agreement between observed and simulated BA values was observed. Simulations and GM for tamarack, trembling aspen, white spruce, red maple, yellow birch, and white pine are included in Table S7 for reference but are not supported by fair model validation results, as GM for black spruce, balsam fir, and white birch are.



None of the models or GM prepared herein account for the influence of most forest disturbances. Studies have found that the influence of these important regenerative events can be expected to evolve under a changing future climate [80,81]. JABOWA-3 is not structured to adequately consider a full spectrum of forest disturbance events, nor changes in the frequency and intensity of such events over time with changing climate. Consequently, the projections put forward in this study are insulated from stand-level events that serve to “reset” forest composition and structure to a point of lesser maturity. This is a particularly important consideration in certain regions of NL where windthrow and fire regimes are common drivers of forest successional processes [82,83,84].



We simulated BA growth based on individual plots across the province of NL. Through our simulations JABOWA’s species entry parameter was restricted to those species observed within the plot through any measurement taken as part of NL’s PSP inventory. This restriction was imposed to moderate the potential for erroneous species “migration” into plots through the simulation period. This same position also worked to artificially constrain species migration into a plot in instances where a species may exist in the local area, but outside the plot being simulated. Further related to the JABOWA parameterizations employed, we used the forest conditions present in PSP establishment records as the prevailing conditions in the base year for growth simulation (i.e., 2020). Plot establishment conditions were used as base-year conditions regardless of when establishment records were logged. Given that plot establishment records vary in their date of measure, the growth predictions herein are not to be considered as an explicit model of the composition and structure of the province’s forested areas over the study horizon. Rather, our scenarios offer a point of comparison from which the growth influence of RCPs 2.6, 4.5, and 8.5 can be compared both amongst themselves and against an additional scenario that utilizes a historical climate dataset. The GM prepared through our work are an operationalization of the comparative analysis facilitated.



Although we observed that the model settings remained robust at points as temporally distant as five plot remeasurements (± 15–25 years) from plot establishment record and model initialization, we were unable to confirm the model performance over longer time frames. The 80-year simulation horizon employed in this study is a considerably longer period than that used to evaluate model performance. Some uncertainty originates from using the model beyond the horizon used to evaluate, particularly with regard to deviations in simulated BA values from those observed, as discussed. This is particularly notable in this study with respect to balsam fir, where RMSE and bias seemed to compound over the simulation horizon. This is despite R2 and ME remaining above the 0.5 threshold for the species, which was used in this study as an indicator of good model performance. Of course, the precise simulation of real-world BA is inherently challenging over long simulation horizons, as the influence of stochastic forest events is commonly a major contributor in forest growth trends over long growing horizons [41].



Further limitations and uncertainty were inherited by the SLC and climatic datasets used in setting key parameters in JABOWA-3. The former dataset, the SLC, is a series of GIS layers that contain the major characteristics of soil and land at a national scale, with national coverage (1:1,000,000) [61]. As such, the SLC tends to generalize soil conditions across large geographic space and can misrepresent the specific soil conditions at a site level. Despite this, no alternative soil information with full coverage of the study area was available to us for this work. With respect to the climate datasets used, limited station coverage in NL does influence the ability of the ANUSLPLIN-generated models to capture spatial and temporal variation in precipitation estimates at the site level. In both cases, the use of a large PSP dataset in both model evaluation and projection exercises reduces the influence of any one plot on the overall average where the conditions in the plot may be misrepresented at the site level through the datasets supplied.



Also related to model inputs, this study was inhibited by a lack of available fine-scale depth-to-water data. As such, JABOWA’s depth-to-water parameter (DT) was set to a uniform 1.25 m for every plot in the PSP inventory. For most boreal species in NL, this parameterization presents neither a constraint, nor optimal conditions for growth [41]. The implicit assumption in the use of such a constant is that growing environment moisture is not, at present, a limiting condition to growth in most of the plots in NL’s PSP inventory [17]. Further still, there would be an equal number of plots where surplus moisture is a limiting factor and moisture deficit is a limiting factor in a true census PSP inventory. Of course, we have no way of confirming either of the above, and so there is significant uncertainty in our simulations where the water balance is concerned and its relationship to actual conditions within a plot. This uncertainty becomes somewhat diluted where we use scales as coarse as ecoregions to evaluate the regional influence of climatic changes, rather than do so at the plot level, but uncertainty from a lack of real DT information nevertheless remains and would certainly bolster this analysis if made available. We are not the only study to cite data limitations as a key pitfall in applying PBM [14,56]. As discussed, demanding parameterizations have served as a key barrier to operational use of PBM for some time. As a consequence, there is developing scientific interest in supporting research that seeks to improve the quality environmental data used to parameterize PBM, which would strengthen the ability of researchers to quantify and understand the reliability of PBM simulations [85].





5. Conclusions


The study was carried out to determine the suitability of using a PBM as part of a method for attaining robust predictions of forest G&Y under scenarios of climate change in NL, Canada. Our model evaluation found JABOWA-3 to be suited for modelling the growth of black spruce, balsam fir, and white birch within the province, but less appropriate for modelling the growth of the less abundant components of NL’s forest make-up, such as red maple, white spruce, white pine, yellow birch, trembling aspen, and tamarack. A simulation of BA to 2100 under representative concentration pathways (RCPs) 2.6, 4.5, and 8.5 indicates that changing climate might stand to bolster BA within the study area that are cooler under present-day conditions (such as Labrador). Conversely, productivity was found to be at best maintained, and even decline, in the warmer present-day growing sites within the province. These projections then informed GM values, which can be used to adjust projections from empirical models for improved reliability under future climate regimes.
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Figure 1. Permanent sample plot distribution and ecoregion map of Newfoundland and Labrador. The numbers are associated with the individual ecoregions identified in Table 1. 
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Figure 2. A conceptual summary of JABOWA’s parameterizations, processes, and outputs, as well as the datasets or constants used as inputs in this study. 
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Figure 3. Simulated basal area (X, m2 ha−1) and observed BA (Y, m2 ha−1) plots (left), as well as simulated BA (X, m2 ha−1) and residual (Y, m2 ha−1) plots (right) by species. 
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Figure 4. Model efficiency (ME) and R2 metrics by plot remeasurement occasion (left) as well as bias (m2 ha−1) and root mean square error (RMSE, m2 ha−1) metrics (right) by plot remeasurement occasion. Metrics are measured along the y-axis, whereas plot remeasurement is along the x-axis; the number of observations associated with each remeasurement is denoted by brackets (). 
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Figure 5. Simulated average individual plot basal area (m2 ha−1) disambiguated by species between 2020 and 2100 by ecoregion and climate scenario. Maximum and minimum individual plot basal area by scenario and ecoregion is also plotted. 
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Figure 6. Percentage deviation in simulated growth from the reference scenario by species, climate projection, and ecoregion. 
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Table 1. Land area and plot inventory statistics by ecoregion in Newfoundland and Labrador.
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Ecoregion

	
Land Area

	
Permanent Sample Plot Inventory




	
ID

	
Common Name

	
A

	
AP

	
n

	
PP






	
7

	
Torngat Mountains

	
18,391

	
4.58

	
0

	
0




	
75

	
Ungava Bay Basin

	
1018

	
0.25

	
0

	
0




	
77

	
Kingarutuk-Fraser River

	
50,612

	
12.59

	
2

	
0.17




	
74

	
New Quebec Central Plateau

	
8091

	
2.01

	
0

	
0




	
78

	
Smallwood Reservoir-Michikamau

	
77,380

	
19.25

	
0

	
0




	
79

	
Coastal Barrens

	
13,690

	
3.41

	
3

	
0.26




	
80

	
Mecatina River

	
52,960

	
13.18

	
16

	
1.4




	
82

	
Eagle Plateau

	
13,320

	
3.31

	
0

	
0




	
84

	
Harp Lake

	
3122

	
0.78

	
0

	
0




	
85

	
Nipishish Lake

	
5134

	
1.28

	
1

	
0.09




	
101

	
Central Laurentians

	
1959

	
0.49

	
0

	
0




	
103

	
Mecatina Plateau

	
6722

	
1.67

	
1

	
0.09




	
104

	
Paradise River

	
19,400

	
4.83

	
83

	
7.24




	
105

	
Lake Melville

	
18,011

	
4.48

	
62

	
5.41




	
106

	
Strait of Belle Isle

	
2485

	
0.62

	
21

	
1.83




	
107

	
Northern Peninsula

	
8118

	
2.02

	
128

	
11.17




	
108

	
Long Range Mountains

	
16,115

	
4.01

	
40

	
3.49




	
109

	
Southwestern Newfoundland

	
10,691

	
2.66

	
149

	
13




	
112

	
Central Newfoundland

	
30,217

	
7.52

	
499

	
43.54




	
113

	
Northeastern Newfoundland

	
5712

	
1.42

	
55

	
4.8




	
114

	
Maritime Barrens

	
36,224

	
9.01

	
78

	
6.81




	
115

	
Avalon Forest

	
493

	
0.12

	
8

	
0.7




	
116

	
South Avalon-Burin Oceanic Barrens

	
2078

	
0.52

	
0

	
0




	

	

	
401,941

	
-

	
1146

	
-








A: ecoregion land area (km2); AP: proportion of the total provincial land area within the ecoregion (%); n: number of permanent sample plots representing the ecoregion; PP: the proportion of the total permanent sample plot inventory representing the ecoregion (%).
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Table 2. Species code, common name, binomial (i.e., scientific) name, and authority.
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	Code
	Common
	Binomial





	BF
	Balsam fir
	Abies balsamea (L.) Mill



	BS
	Black spruce
	Picea mariana (Mill.) Britton et al.



	WS
	White spruce
	Picea glauca (Moench) Voss



	WB
	White birch
	Betula papyrifera Marshall



	YB
	Yellow birch
	Betula alleghaniensisi Britt.



	RM
	Red maple
	Acer rubrum L.



	WP
	White pine
	Pinus strobus L.



	TA
	Trembling aspen
	Populus tremuloides Michx.



	TL
	Tamarack (Eastern larch)
	Larix laricina (Du Roi) K. Koch
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Table 3. Species occurrence as a proportion of all tree observations recorded within an ecoregion (ID) between 2000 and 2017.
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ID

	
Species Occurrence as % of Total Observations (2000–2017)




	
BF

	
BS

	
RM

	
TL

	
TA

	
WB

	
WP

	
WS

	
YB

	
Other






	
77

	
79.89

	
0.00

	
0.00

	
0.00

	
0.00

	
6.90

	
0.00

	
13.22

	
0.00

	
0.00




	
79

	
35.88

	
58.56

	
0.00

	
4.12

	
0.00

	
1.24

	
0.00

	
0.21

	
0.00

	
0.00




	
80

	
30.43

	
52.56

	
0.85

	
2.62

	
1.99

	
9.90

	
0.00

	
0.42

	
0.00

	
1.23




	
85

	
15.63

	
84.38

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00




	
103

	
73.17

	
26.83

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00

	
0.00




	
104

	
39.99

	
46.56

	
0.00

	
0.14

	
1.36

	
10.62

	
0.00

	
1.15

	
0.00

	
0.17




	
105

	
35.50

	
55.91

	
0.30

	
0.27

	
0.66

	
4.53

	
0.00

	
0.68

	
0.00

	
2.15




	
106

	
86.64

	
4.51

	
0.00

	
0.20

	
0.00

	
1.86

	
0.00

	
6.77

	
0.00

	
0.02




	
107

	
81.88

	
8.46

	
0.01

	
0.14

	
0.00

	
6.81

	
0.00

	
2.16

	
0.16

	
0.37




	
108

	
80.35

	
10.52

	
0.55

	
0.00

	
0.00

	
5.40

	
0.00

	
3.02

	
0.10

	
0.06




	
109

	
77.58

	
13.58

	
0.27

	
0.19

	
0.00

	
5.50

	
0.02

	
2.30

	
0.24

	
0.33




	
112

	
33.50

	
57.99

	
0.35

	
0.65

	
0.46

	
4.58

	
0.06

	
1.65

	
0.00

	
0.75




	
113

	
20.97

	
75.73

	
0.12

	
0.50

	
0.13

	
2.32

	
0.00

	
0.14

	
0.00

	
0.09




	
114

	
57.20

	
37.02

	
0.00

	
2.37

	
0.36

	
2.04

	
0.00

	
0.11

	
0.33

	
0.57




	
115

	
87.42

	
0.00

	
0.00

	
0.00

	
0.00

	
12.31

	
0.00

	
0.00

	
0.26

	
0.00




	
Total

	
50.20

	
41.23

	
0.25

	
0.56

	
0.34

	
5.02

	
0.03

	
1.70

	
0.08

	
0.58








ID: ecoregion ID, see Table 1.
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Table 4. Overall evaluation of JABOWA-3 by species.
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Species

	
n

	
Bias

	
R2

	
RMSE

	
ME

	
Regression Coefficients Y = (b0+b1X)

	
Slope (b1) = 1 and Intercept (b0) = 0

α = 0.05




	
Separate t-Test

(df = n-2)

	
Simultaneous F-Test

(df = 2 and n-2)




	
t

	
p

	
F

	
p






	
WB

	
437

	
−0.15

	
0.61

	
2.84

	
0.51

	
b0

	
0.80

	
5.09

	
< 0.001

	
57.14

	
< 0.001




	
b1

	
0.71

	
26.14

	
< 0.001




	
BF

	
1057

	
−1.10

	
0.79

	
6.81

	
0.76

	
b0

	
2.23

	
7.83

	
< 0.001

	
93.05

	
< 0.001




	
b1

	
0.83

	
63.80

	
< 0.001




	
TL

	
77

	
−0.52

	
0.78

	
1.73

	
0.39

	
b0

	
0.08

	
0.53

	
0.60

	
52.83

	
< 0.001




	
b1

	
0.65

	
16.40

	
< 0.001




	
TA

	
46

	
0.03

	
0.62

	
2.76

	
−0.29

	
b0

	
0.42

	
3.83

	
< 0.001

	
95.29

	
< 0.001




	
b1

	
0.40

	
8.67

	
< 0.001




	
BS

	
1063

	
−0.95

	
0.78

	
6.13

	
0.75

	
b0

	
2.19

	
6.99

	
< 0.001

	
95.03

	
< 0.001




	
b1

	
0.83

	
61.36

	
< 0.001




	
WS

	
142

	
1.86

	
0.24

	
5.29

	
0.24

	
b0

	
0.72

	
1.33

	
0.19

	
10.79

	
< 0.001




	
b1

	
1.40

	
6.82

	
< 0.001




	
RM

	
41

	
0.88

	
0.31

	
1.52

	
0.14

	
b0

	
0.66

	
2.99

	
0.005

	
12.87

	
< 0.001




	
b1

	
1.22

	
4.36

	
< 0.001




	
YB

	
8

	
0.07

	
0.99

	
0.33

	
0.89

	
b0

	
0.21

	
5.16

	
0.002

	
30.38

	
< 0.001




	
b1

	
0.76

	
23.29

	
< 0.001




	
WP

	
13

	
0.19

	
0.26

	
0.78

	
−0.41

	
b0

	
1.12

	
5.81

	
< 0.001

	
19.30

	
< 0.001




	
b1

	
0.29

	
2.29

	
0.04




	

	
2884

	
−0.67

	
0.83

	
5.79

	
0.80

	
b0

	
1.45

	
10.29

	
< 0.001

	
223.91

	
< 0.001




	

	
b1

	
0.85

	
118.10

	
< 0.001








n: number of simulated and observed pairs; ME: model efficiency; RMSE: root mean square error.
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